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PKEFACE. 


Professor  Wiedersheim's  Grundriss  der  vergleichenden 
Anatomic  der  Wirbelthiere,  published  at  Jena  in  1884,  was 
written  to  supply  a  need  which  had  been  felt  for  some  time 
past  for  a  short  text-book  on  Vertebrate  Anatomy  embodying 
some  of  the  more  recent  views  on  the  subject.  The  present 
book  is  a  modified  translation  of  the  Grundriss,  and  it  is 
hoped  that  it  will  serve  to  render  Professor  Wiedersheim's  work 
more  widely  known  amongst  English  students. 

The  plan  of  the  original  has  been  retained  throughout,  though 
numerous  additions  and  modifications  have  been  made  to  the 
work;  for  many  of  these  I  have  to  thank  Professor  Wiedersheim, 
— for  others  I  am  myself  responsible.  I  must  also  express  my 
indebtedness  to  Professor  Wiedersheim  for  revising  the  whole 
translation  with  me  last  summer,  and  for  much  help  while  the 
work  was  in  progress. 

Within  the  limits  of  a  short  text-book  like  the  present,  much 
of  the  matter  is  of  necessity  greatly  condensed  :  more  detailed 
accounts  of  the  various  parts  and  organs  will  be  found  in  the 
new  edition  of  Professor  Wiedersheim's  Lehrlitch  der  vergl. 
Anatomie  der  Wirbelthiere,  which  is  to  appear  shortly,  and  on 
the  first  edition  of  which  the  Grundriss  was  founded. 
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The  brevity  of  the  descriptions  is,  however,  to  some  extent 
made  up  for  by  the  number  of  woodcuts.  Most  of  these  are 
taken  from  the  German  edition,  but  several  new  figures  have 
been  added. 

The  arrangement  of  the  book  according  to  organs,  and  not 
according  to  groups  of  animals,  is  likely  to  render  it  more  difficult 
for  a  beginner,  and  a  general  knowledge  of  zoology  will  be  of 
great  assistance.  The  pages  on  which  the  different  groups  are 
described  are,  however,  collected  together  in  the  index,  so  that  the 
sections  relating  to  any  one  group  can  be  easily  referred  to.  The 
present  arrangement  seems  to  be  the  only  possible  one  if  the  book 
is  to  be  founded  on  a  scientific  basis,  for  it  is  most  important  that 
the  student  should  grasp  the  fact  that  there  has  been  an  evolution 
of  organs,  as  well  as  of  animals. 

The  more  theoretical  and  detailed  matter  is  printed  in  small 
type,  and  in  the  form  of  notes  :  the  student  should  in  most  cases 
pass  this  over  when  reading  the  book  for  the  first  time.  A  black 
and  a  spaced  type  have  been  used  to  render  prominent  important 
words  or  sentences. 

A  bibliography  is  appended  at  the  end  of  each  chapter.  This 
in  no  case  presumes  to  be  anything  like  a  complete  list  of  the 
literature  of  the  subject :  our  object  has  been  more  particularly  to 
mention  the  recent  and  the  more  important  works,  though  many  of 
these  have  doubtless  been  omitted.  Eeferences  to  other  researches 
can  be  found  by  consulting  the  works  mentioned. 

At  Professor  Wiedersheim's  suggestion,  I  have  not  inserted  a 
translation  of  the  preface  to  the  original,  as  it  seemed  unnecessary 
so  to  do.  I  may,  however,  mention  that  the  book  was  written 
for  students  of  Medicine,  as  well  as  for  those  of  Comparative 
Anatomy:  the  intimate  connection  of  the  two  subjects  renders  it 
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most  important  that  medical  students  should  have  a  general 
scientific  basis  for  their  special  anatomical  knowledge. 

My  sincerest  thanks  are  due  to  my  friends  Professors  F. 
Jeffrey  Bell  and  G.  B.  Howes,  who  have  kindly  read  through 
the  proof-sheets.  To  them  I  am  indebted  for  numerous  valuable 
suggestions,  as  well  as  for  correcting  many  faults  of  style  and 
expression  which  had  escaped  my  notice.  I  must  also  express 
my  thanks  to  my  father,  Professor  W.  K.  Parker,  and  to  Dr. 
Gadow,  for  many  special  details  in  connection  with  the  skeleton, 
as  well  as  to  Mr.  E.  Kadford  for  help  in  making  the  index. 

W.  N.  PABKEK. 


University  College,  Cardiff, 
May  1886. 


ERRATA  AND  ADDENDA. 


Page  46,  9th  line,  for  "  centra  "  read  "centre." 
,,   83,  5th  line,  for  "when"  read  "where." 

,,    136,  in  Fig.  109,  SB  should  indicate  the  space  below  DM,  and  the  line  from  A 

should  point  to  the  layer  indicated  by  SR. 
, ,    249,  Fig.  203,  for  ' '  Siluris  "  read  "  Silurus. " 

Insert  under  Bibliography  :  — 
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Graaf,  Henri  W.  de. — Zur  Anatomic  und  Entwickelung  der  Epiphyse  bei 
Amphibien  und  Beptilien.    Zool.  Anzciger,  IX.  Jahrgang,  No.  219,  1886. 

Spencer,  W.  Baldwin. — The  Parietal  Eye  of  Eatteria.  Nature,  May  13th, 
1886.  (De  Graaf  shows  that  the  epiphysis  really  corresponds  to  an  un- 
paired sense-organ,  and  Mr.  Spencer  has  found  a  well-developed  median 
eye  in  Hatlcria  and  other  Lizards.    Compare  p.  133  of  this  book.) 

Johnson,  Alice,  and  Sheldon,  Lilian. — On  the  Development  of  the  Cranial 
Nerves  in  the  Neiot.    Proe.  Boy.  Soc.  1886, 

On  p.  294  :  - 

Parker,  T.  Jeffery. — O/i,  the  Blood- Vessels  of  Mustelus  antarcticus.  A  Con- 
tribution to  the  Morphology  of  the  Vascular  System  in  the  Vertebrate. 
Abstract  in  Proe.  Roy.  Soc.  1886.    (Not  yet  published  in  full.) 
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INTRODUCTION. 


I.  ON  THE  NATURE  AND  MEANING  OF  COMPARATIVE 

ANATOMY. 

A  thorough  knowledge  of  the  animal  body  cannot  be  gained 
by  Comparative  Anatomy  alone,  and  it  is  therefore  necessary  to 
call  in  the  aid  of  other  branches  of  science  also,  viz. : — 

1.  Ontogeny;  2.  Palaeontology;  3.  Histology;  and  4. 
Physiology. 

The  first  of  these  treats  of  the  developmental  history  of  the 
individual,  while  the  second  has  to  do  with  the  development  of 
the  races  of  animals  in  time  (Phylogeny).  As  the  different 
phases  of  development  of  the  race  are  usually  repeated  to  a 
greater  or  less  extent  in  those  of  the  individual,  these  two  subjects 
help  to  complete  one  another.  Thus  the  object  of  both  alike  is 
to  enable  us  to  ascertain  the  past  by  observing  the  present. 

The  third-mentioned  branch,  Histology,  teaches  us  about  the 
structural  elements— the  building-stones  of  the  organism.  It 
shows  how  these  elements  are  combined  to  form  tissues,  and  how 
organs  are  constructed  out  of  the  latter.  The  organs  again 
combine  to  form  systems  of  organs. 

The  structural  elements  consist  primarily  of  cells  and  second- 
arily of  cells  and  fibres,  and  the  different  tissues  may  be  divided 
into  four  principal  groups  : — 

1 .  Epithelium,  and  its  derivative,  glandular  tissue. 

2.  Supporting-tissue  (connective- tissue,  cartilage  bone) 

3.  Muscular  tissue. 

4.  Nervous  tissue. 

In  accordance  with  their  physiological  character,  epithelium 
and  supporting-tissue  maybe  described  as  passive,  and  muscular 
and  nervous  tissue  as  active. 


2  COMPARATIVE  ANATOMY. 

By  an  organ  we  understand  an  apparatus  constructed  to  perform 
a  definite  physiological  function,  as,  for  instance —the  liver,  which 
secretes  bile,  the  gills  and  lungs,  in  which  an  exchange  of  gases 
is  effected  with  the  surrounding  medium,  and  the  heart,  which 
pumps  blood  through  the  body. 

The  organ-systems,  which  will  be  treated  of  in  order  in  this 
book,  are  as  follows : — 1.  The  outer  covering  of  the  body,  or 
integument;  2.  The  skeleton;  3.  The  muscles,  together  with 
electric  organs;  4.  The  nervous  system  and  sense-organs; 
5.  The  organs  of  nutrition,  respiration,  circulation, 
excretion,  and  reproduction. 

The  closely-allied  branches  of  science  denned  above  are  united 
together  as  Morphology,  as  opposed  to  Physiology,  which 
concerns  the  functions  of  organs,  apart  from  their  morphological 
relations. 

Morphology  alone  leads  us  to  a  satisfactory  explanation  of  the 
structural  phenomena  of  the  animal  body,  for  it  not  only  reveals  to 
us  the  law  of  heredity  and  the  consequent  relationship  of 
animals  to  one  another,  but  it  also  helps  to  explain  certain  de- 
graded and  rudimentary  forms,  which,  considered  as  isolated 
adult  animals,  would  always  remain  absolutely  incomprehensible. 
Further,  it  shows  us  on  the  one  hand  how  the  animal  organism 
is  acted  upon  by  the  influence  of  its  surroundings,  and  how  it 
is  apt  to  change  gradually  and  more  or  less  continuously  ;  and  on 
the  other  hand  how  the  capacity  of  adaptation  resulting  from 
these  changes  varies  inversely  with  the  persistence  of  inherited 
qualities.  These  two  important  opposing  factors,  adaptation 
and  heredity,  constitute  the  formative  principle  of  the 
animal  body. 


IL  DEVELOPMENT  AND  STPJJCTUKAL  FLAN  OF  THE 
VERTEBRATE  BODY. 

The  structural  elements  described  in  the  preceding  section  as 
the  building-stones  of  the  organism,  i.e.  the  cells,  all  arise  from  a 
single  primitive  cell,  the  egg-cell  or  ovum.  This  forms  the 
starting-point  for  the  entire  animal-body,  and  a  somewhat  full 
account  of  its  structure  and  relations  must  therefore  be  given  here. 
The  stages  in  its  development  will  only  be  described  in  a  very 
general  manner.  _ 

The  unimpregnated  ovum  consists  of  a  rounded  vesicle  (Fig.  1), 
in  the  interior  of  which  the  following  parts  can  be  distinguished  : — 
The  vitellus  (D),  the  germinal  vesicle  (KB),  and  one  or  more 
germinal  spots  (KF).  Of  these,  the  germinal  vesicle  is  the  most 
important  physiologically  (comp.  p.  3).  The  outer-covering  of  the 
ovum  is  spoken  of  as  the  vitelline  membrane. 
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Since  the  ovum  in  its  primitive  form  as  above  described 
represents  a  single  cell,  we  may  speak  of  the  vitellus1  as  the 
protoplasm  of  the  egg-cell,  the  germinal  vesicle  as  its  nucleus, 
and  the  germinal  spot  as  its  nucleolus.  An  outer  limiting 
membrane,  corresponding  to  the  vitelline  membrane,  is  not  an 


Fig.  1. — Diagram  of  the  Unimimucgnated  Ovum. 
I),  vitellus  ;  KB,  germinal  vesicle  ;  KF,  germinal  spot. 


integral  part  of  the  cell,  but  may  be  developed  as  a  hardening  of 
the  peripheral  protoplasm,  consequent  on  a  process  of  differen- 
tiation. 

In  all  Vertebrates,  the  contact  of  the  generative  products  of  the 
male,  the  sperm-cells  (spermatozoa)  is  an  absolute  necessity  for 
the  development  of  the  ova.  A  spermatozoon  makes  its  way  into 
the  interior  of  the  ovum,  and  a  portion  of  it  finally  unites  in  a 
definite  manner  with  the  modified  germinal  vesicle  to  form  a  single 
body — the  first  segmentation  nucleus. 

This  modification  of  the  germinal  vesicle  takes  place  as  follows.  Before 
fertilisation  occurs,  two  polar  cells2  are  constricted  off  from  the  ovum,  part 
of  the  germinal  vesicle  passing  into  each,  and  the  remainder  being  spoken  of 
as  the  female  pronucleus.  The  polar  bodies  are  given  off  at  different 
times  in  different  animals  :  they  may  be  formed  while  the  ovum  is  still  within 
the  ovary,  or,  on  the  other  hand,  they  may  arise  at  the  time  of  fertilisation. 


1  The  vitellus  consists  of  two  different  substances— protoplasm  and  deutero- 
plasm  (yolk)— in  varying  proportions  in  different  animals. 

2  The  two  most  important  views  as  to  the  meaning  of  the  polar  cells  are  those 
of  (1)  Balfour  and  van  Beneden,  and  (2)  Weismann.  The  first-named  authors  suppose 
that  the  egg,  being  a  product  of  both  sexes,  is  primitively  hermaphrodite.  By  the 
extrusion  of  the  polar  bodies,  the  male  portion  of  the  egg  is  thrown  out,  and  the 
remainder  thus  becomes  unisexual  (female),  and  ready  for  the  entrance  of  the 
spermatozoon.  This  process  would  thus  be  a  contrivance  for  the  prevention  of 
parthenogenesis. 

Weismann  distinguishes  in  every  animal  body  two  kinds  of  cells,  somatic  and 
generative  cells.  As  all  the  cells  arise  as  products  of  the  segmentation  of  the 
ovum,  they  are  originally  quite  similar  morphologically,  and  each  would  thus  consist 
of  a  somatic  and  of  a  "generative"  portion.  In  order  that  certain  of  them 
should  give  rise  to  definite  generative  cells,  it  is  necessary  that  the  somatic  portion 
should  be  got  nd  of,  and  this  is  effected  by  the  extrusion  of  the  polar  bodies. 

the  first  hypothesis 'presupposes  that  in  parthenogenesis  no  polar  bodies  are 
lormed.  Weismann  has  lately,  however,  proved  their  existence  in  the  partheno- 
genetic  summer  eggs  of  Daphnidse,  and  this  view  is  consequently  rendered  impro- 
bable Jn  the  development  of  the  male  generative  cells,  a  certain  portion  of  each 
rumitive  seminal  cell  also  remains  passive,  not  giving  rise  to  spermatozoa. 
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The  head  of  the  spermatozoon,  on  entering  the  ovum,  is  transformed  into  the 
male  pronucleus,1  which  fuses  with  the  female  pronucleus  to  form  the  first 
segmentation  nucleus. 

Impregnation  then  consists  in  a  material  fusion  of  the 
generative  products  of  both  sexes,  and  hence  in  the  new 
individual  we  naturally  find  inherited  qualities.  The  essential 
cause  of  inheritance  consists  in  the  molecular  structure  of  the 
nuclei  of  both  male  and  female  germinal  cells.  This  structure 
(idioplasm)  is  the  morphological  expression  of  the  characters  of 
the  species  and  individual. 


c 


Fig.  2. — Diagrams  of  the  Segmentation  of  the  Ovum. 

A,  first  stage  (two  segments)  :  RK,  polar  bodies.    B,  second  stage  (four  segments). 
C,  further  stage.  D,  morula  stage. 

The  next  stages  (Fig.  2)  are  as  follows.  The  first  segmentation 
nucleus  divides  into  two  equal  parts,  each  of  which  forms  a  new 
centre  for  the  division  of  the  ovum  into  two  halves.  This  division, 
the  beginning  of  the  process  of  segmentation,  takes  place  by 
the  formation  of  a  furrow  round  the  egg,  which  becomes  deeper 
and  deeper,  until  the  division  is  complete. 

The  first  stage  in  the  process  of  segmentation  is  thus- completed  ; 
the  second  takes  place  in  exactly  the  same  way,  and  results  in  a 

1  If  the  e^g  is  to  be  normally  developed,  not  more  than  one  spermatozoon  must 
enter.  The  latter  may  either  pass  through  definite  opening  (micropyle),  or  else 
bore  its  way  through  the  ritellinc  membrane. 
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division  of  the  ovum  into  four  parts,  and  by  a  similar  process  are 
formed  eight,  then  sixteen,  then  thirty-two  spheres,  and  so  on,  the 
spheres  becoming  smaller  and  smaller,  and  each  being  provided 
with  a  nucleus.    In  short,  out  of  the  original  ovum,  corresponding 
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Fig.  3. — Diagram  of  a  Segmented  Meroblastic  Ovum. 
Bla,  blastoderm  ;  Do,  yolk. 


to  a  single  cell,  a  mass  of  cells  is  formed,  which  represents  the 
building-material  of  the  animal  body,  and  which,  from  its  likeness 
in  appearance  to  a  mulberry,  is  spoken  of  as  a  morula.1 


Fig.  4. — Blastosphere. 
BD,  blastoderm  ;  FH,  segmentation  cavity. 

In  the  interior  of  this  morula  a  cavity  (segmentation  cavity) 
filled  with  fluid  is  formed,  and  the  morula  is  now  spoken  of  as  the 
blastosphere  or  blastula.  The  peripheral  cells  enclosing  this 
cavity  form  the  germinal  membrane  or  blastoderm  (Fig.  4, 

1  A  segmentation  of  the  entire  ovum  occurs  in  Amphioxus,  Cyclostomes,  Stur- 
geon, Lepidosteus,  Amphibians,  and  Mammals  (with  the  exception  of  Monotremes).  In 
Elasmobranchs,  Teleosteans,  Reptiles,  Birds,  and  Monotremes,  iu  which  a  very  large 
amount  of  food-yolk  (deuteroplasm)  is  present  in  the  protoplasm,  the  egg  under- 
goes onlya  partial  segmentation,  the  main  mass  of  the  yolk  remaining  undivided 
and  serving  merely  as  nutritive  material  for  the  developing  embryo.  The  former 
are  spoken  of  as  holoblastic  (Figs.  1  and  2),  the  latter  as  meroblastic  (Fig.  3). 
Ine  eggs  of  the  Sturgeon,  Lepidosteus,  and  in  a  less  degree  those  of  Cyclostomes  and 
Amphibians,  though  holoblastic,  approach  the  meroblastic  type. 
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BT)). 1  Consisting  at  first  of  a  single  layer  of  cells,  the  blastoderm 
later  on  becomes  two-  and  then  three -layered.  From  the  relative 
positions  of  these,  they  are  spoken  of  respectively  as  the  outer, 
middle,  and  inner  germinal  layers,  or  as  epiblast,  mesoblast, 
and  hypoblast.2 

The  question  as  to  the  origin  of  the  germinal  layers,  on  account  of  its  im- 
portant signification,  is  one  of  the  most  burning  problems  in  Morphology,  and 
as  yet  we  cannot  arrive  at  any  full  and  satisfactory  conclusion  on  the  subject. 
It  may,  however,  be  affirmed  with  certainty  that  in  all  Vertebrates  the  blasto- 
sphere  passes — or  did  so  in  earlier  times — into  a  stage  called  the  Gastrula.3 
One  must  imagine  this  form  as  being  derived  primitively  from  the  blastula 
by  supposing  that  the  wall  of  the  latter  (Fig.  4,  BD)  became  pushed  in,  or 
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Fig.  5. — Gastrula. 
EM,  epiblast ;  Ent,  hypoblast ;  Blp,  blastopore ;  U,  archenteron. 

invaginated,  at  one  part,  thus  giving  rise  to  a  double- walled  sac  (Fig.  5).  The 
outer  wall  then  represents  the  epiblast  (Ekt),  which  functions  as  an  organ  ol 
protection  and  sensation,  while  the  inner,  or  hypoblast  (Ent),  encloses  a  central 
space,  the  primitive  intestinal  cavity  (archenteron),  and  represents  the 
assimilating  and  digestive  primary  alimentary  canal.  The  opening  of  the 
latter  to  the  exterior,  where  the  two  germinal  layers  are  continuous,  represents 
the  primitive  mouth,  and  is  called  the  blastopore  (Fig.  5,  Blp). 

Out  of  the  epiblast  arise  later  the  epidermis  and  its  derivatives, 
as  well  as  the  entire  nervous  system.    The  latter  is  formed  as  an 

1  In  meroblastic  Vertebrate  ova  the  blastoderm  only  extends  part  of  the  way 
round  the  periphery  of  the  ovum  (Fig.  3). 

2  The  terms  ectoderm,  mesoderm,  and  endoderm  are  applied  to  the  coin- 
sponding  layers  in  an  adult  animal. 

3  The  process  of  the  formation  of  the  gastrula  may  be  actually  observed  at  the 
present  day  in  the  holoblastic  ova  of  certain  Fishes  (see  note,  p.  5)  and  of  Amphibia 
and  the  same  process  essentially  occurs  in  the  meroblastic  ova  of  other  Fishes  though 
it  is  here  more  difficult  to  recognise.    In  the  case  of.  the  Ammota  the  d.fheulty  is 
still  Greater  but  although  we  have  no  direct  proof  of  the  existence  of  a  gastrula 

a^tnc intimate  connection  of  the  developmental  processes  throughout  the  animal 
kingdom  renders  it  a  priori  certain  that  the  gastrula  is  represented  in  them. 
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involution  of  the  thickened  dorsal  region  of  the  embryo  (medul- 
lary Plate),  which  soon  becomes  constricted  off  from  the  epiblast 
in  the  form  of  a  hollow  tube— the  medullary  cord  or  tube 
(comp  Figs.  6  and  7),  from  which  the  brain  and  spinal  cord  are 
formed  The  hypoblast  gives  rise  eventually  to  the  epithelium  ot 
the  alimentary  canal  (Fig.  7,  A  and  B.Unt)  with  its  glands,  as  well 
as  to  the  epithelial  parts  of  the  lungs,  thyroid  and  thymus  glands, 
liver,  and  pancreas. 

Though  we  can  look  upon  the  epiblast  and  hypoblast —that  is,  both  the 
primary  germinal  layers,i-as  arising  in  the  manner  above  described,  the 
problem  al  to  the  origin  of  the  mesoblast  is  as  yet  by  no  means  settled.  All 
that  can  be  said  at  present  is  briefly  as  follows  -.-The  mesoblast  is  a  secondary 
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Fig.  6. — Early  Stage  in  the  Differentiation  of  the  Embryo. 

BD,  blastoderm  ;  KS,  germinal  disk  ;  EA,  body-walls  ;  B,  medullary  cord,  right 
and  left  of  which  are  seen  the  mesoblastic  somites  ;  G,  brain. 


formation,  and  phylogenetically  younger  than  the  other  two  germinal  layers. 
Reminding  one  in  many  points  of  the  "mesenchyma"  of  Invertebrates,  it 
always  arises  at  first  from  the  point  where  epiblast  and  hypoblast  pass  into  one 
another,  that  is,  from  the  region  of  the  blastopore,  or,  what  comes  to  the  same 
thing  in  the  higher  Vertebrates,  from  the  primitive  streak.  Originating 
between  the  other  two  layers,  its  first  and  most  important  function  is  the 
formation  of  blood-corpuscles — first  of  white  cells  (leucocytes,  lymph-cor- 
puscles);  later  it  gives  rise  to  the  heart,  blood-vessels,  supporting  and 
connective  substances  (connective- tissue,  adipose  tissue,  cartilage,  and  bone), 
serous  membranes  (peritoneum,  pleura,  pericardium,  arachnoid),  excretory  and 
reproductive  apparatus,  and  muscle?. 


1  It  must  be  observed  that  this  important  difference,  in  the  histological  differentia- 
tion of  the  individual  germinal  layers  cannot  be  so  definitely  stated  as  regards  the 
whole  animal  kingdom  :  in  certain  types  of  Invertebrates  it  is  not  so  stronelv 
marked.  6  J 
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Fio.  7,  A  and  B. 


-Diagrammatic  Transverse  Sections  through  a  Developing 
Vertebrate  Embryo. 


a 


alimentary  canal  ;  Ent,  hypoblast,  showing  in  Fig.  A  the  thickening  which  will 
form  the  notochord  ;  C'h1  (Fig.  B),  the  notochord  now  constricted  off  from  the 
hypoblast;  UW,  mesoblastic  somite;  UG,  primary  urinary  duct  (segmental 
duct)  ■  A  aorta  ;  SpP,  splanchnic  and  SoP,  somatic  mesoblast ;  Co,  Call,  ccelome  ; 
H  remains  of  the  upper  part  of  the  ccelome  in  the  interior  of  the  meso  blnstic 
somites  ;  EM,  epiblast ;  Med,  medullary  cord  :-in  Fig.  A  it  is  shown  still  con- 
nected with  the  epiblast,  from  which  it  has  become  constricted  oil  in  lug.  li. 

A  large  cleft  appearing  in  the  mesoblastic  tissue  divides  it  into 
parietal  layer  (Fig.  7,  A  and  B,  SoP),  lying  along  the  inner 
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side  of  the  epiblast,  and  into  a  visceral  layer  (SpF)  which 
becomes  attached  to  the  hypoblast.  The  former,  together  with 
the  epiblast  to  which  it  is  united,  constitutes  the  somatopleure, 
and  the  latter,  together  with  the  hypoblast,  the  splanchnop  leure. 
The  cavity  separating  these  is  the  body-cavity,  or  coelome. 
The  upper  part  of  the  mesoblast,  or  that  which  lies  on  either  side 
of  the  medullary  cord  and  notochord  (see  p.  10),  becomes  separated 
from  the  lower,  and  segmented  to  form  a  series  of  mesoblastic 


Med 


Fig.  8.— Diagrammatic  Transverse  Section  through  the  Body  of  an  Adult 

Vertebrate. 

Med,  spinal  cord  ;  NPh  neural  tube  ;  KW,  body -wall ;  Co,  derma  ;  Ep,  epidermis  ; 
VR,  visceral  tube  ;  Ao,  aorta  ;  Ms,  mesentery  ;  Per,  parietal  layer  of  the  peri- 
toneum ;  Per1,  visceral  layer  of  the  peritoneum  ;  Msc,  musculature  of  intes- 
tine ;  S'ubm,  connective-tissue  coat  of  the  intestine  ;  Ep,  epithelium  of  intestine  ; 
DH,  lumen  of  intestine  ;  W,  vertebral  column. 


somites,  or  protovertebrae  (Fig.  7,  B,  TJW,  H),  which  lose 
their  cavities,  and  eventually  give  rise  to  the  vertebral  column 
and  longitudinal  lateral  muscles. 

The  Vertebrate  body  is  formed  on  a  bilaterally  symmetrical 
plan,  and  it  may  be  described  as  consisting  in  the  adult  of  two 
tubes,  a  dorsal  and  a  ventral  (Fig.  8,  NR,  VR).  The  former,  or 
ceiebro-spinal  cavity,  encloses  the  central  nervous  system  (brain 
and  spinal  cord),  and  may  therefore  be  spoken  of  as  the  neural 

The  coelome  may  arise  as  a  segmen  tally  arranged  series  of  outgrowths  from  the 
archenteron,  as,  e.g.,  in  Amphioxus  (enterocceles),  or  it  may  be  formed  secondarily 
by  a  splitting  (delamination)  of  the  mesoblastic  tissue  (schizoccele).  The  first  of 
these  must  be  considered  as  the  most  primitive. 


Ill 
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tube ;  the  latter  surpasses  the  former  considerably  in  size,  and, 
as  it  encloses  the  viscera,  it  may  be  called  the  visceral  tube. 

A  cellular,  cartilage-like  rod — the  notochord  (chorda  dor- 
sal is),  arising  primitively  as  an  axial  thickening  of  the  hypoblast 
(Fig.  7,  A  and  B,  Gh,  Ch1),  forms  the  basis  of  the  vertebral  column, 
that  is,  the  segmented  axial  skeleton  which  characterises  the 
Vertebrate  body.1  This  segmentation  of  the  axis,  as  well  as  of 
other  organs  and  systems  of  organs  (musculature,  ribs,  roots  of 
spinal  nerves,  sympathetic  cord,  pro-  and  mesonephros),  indicates 
that  the  Vertebrata  must  have  arisen  from  an  invertebrate  and 
segmented  ancestral  form. 

The  anterior  ends  of  the  enlarged  medullary  cord  and  alimentary 
tract  enter  into  a  close  relation  with  the  outer  world,  the  former 
giving  rise  to  the  brain  and  to  certain  parts  of  those  sense-organs 
with  which  the  higher  cerebral  functions  are  connected,  while  from 
the  latter  are  developed  the  mechanisms  for  the  taking  in  of 
nutriment  and  for  respiration. 

The  anterior  section  of  the  embryo,  or  head,  passes  behind 
into  the  tr  n  nk,  in  the  hinder  part  of  which  the  anal  and  urinogenital 
apertures  are  situated.  These  parts  are  classed  together  as  the 
body-axis,  as  distinguished  from  the  limbs,  or  appendicular 
organs,  which  arise  from  the  trunk. 

In  Reptiles,  Birds,  and  Mammals,  a  delicate  investment,  the 
amnion,  is  early  formed  round  the  embryo;  it  arises  as  a  fold  of 
the  somatopleure  (Fig.  9,  AF,  A).  A  sac-like  out-growth  from 
the  hinder  part  of  the  primitive  intestine  (i.e.  from  the  splanchno- 
pleure)  gives  rise  to  the  allantois  (Al)  which  becomes  highly 
vascular,  and  in  Reptiles  and  Birds  extends  round  the  embryo 
close  under  the  egg-shell;  it  here  serves  as  an  embryonic  respiratory 
oro-an.  In  all  Mammals,  except  Monotremes  and  Marsupials,  the 
allantois  becomes  attached  to  a  definite  region  of  the  uterine  wall, 
and  from  it  vascular  processes  or  villi  grow  out  into  crypts  of  the 
latter,  which  is  also  plentifully  supplied  with  blood-vessels.  Thus 
a  placenta  is  formed,  in  which  interchanges  can  take  place  both 
as  regards  nutritive  materials  and  aeration  between  the  blood  of 
the  mother  and  that  of  the  foetus. 

Considerable  differences  are  observable  in  the  form  of  the  placenta  in  dif- 
ferent Mammals.  The  most  primitive  arrangement  is  most  probably  one  in 
which  the  allantois  becomes  attached  along  a  discoidal  region  of  the  wall  ot 
the  uterus,  and  the  various  modifications  seen  in  the  different  groups  may  be 
looked  upon  as  having  arisen  in  order  to  increase  the  absorptive  surface.  This 
may  be  effected  either  by  the  area  of  that  part  of  the  allantois  which  is  covered 
bv  placental  villi  becoming  extended,  or  by  the  increase  m  complexity  of  the 
villi  and  crypts  In  the  latter  case,  the  interlocking  between  foetal  and  maternal 
mrtsis  so  close  that  the  mucous  membrane  of  the  uterus  is  torn  away  with 
the  foetal  part  of  the  placenta  at  birth,  and  the  latter  is  then  said  to  be 
deciduate!  In  the  former  case,  the  discoidal  placenta  may  extend  so  as  to 

'  i  In  the  lowest  Vertebrates,  the  segmentation  of  the  body  is  indicated  mainly  by 
somites. 
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10.  9,  A,  B,  and  C. — Diagrams  illustrating  the  Formation  of  the  Amnion, 

Al.LANTOIS,  AND  YOLK-SAC.     A   AND    B,   IN  LONGITUDINAL   SECTION  ;   C,  IN 

Transverse  Section. 

,  embryo  ;  Dht  alimentary  tract  ;  Do,  yolk-sac  ;  t,  vitello-intestinal  duct  ;  Pl\ 
body-cavity;  Ah,  amniotic  cavity;  AF,  amniotic  fold;  A,  amnion;  Al, 
allantoic  ;  a,  somatopleuio  ;  b,  Rplanchnopleure  ;  M,  medullary  cord  ;  C,  notochonl. 
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occupy  a  zonary  area,  or  even  so  as  to  completely  surround  the  foetus,  when 
it  is  spoken  of  as  diffused.  By  the  concentration  of  the  villi  of  the  diffused 
placenta  into  definite  patches,  or  cotyledons,  a  polycotyledonary  form  is 
produced. 

Rodents,  Insectivores,  and  Bats  possess  a  discoidal  deciduate  placenta, 
and  that  of  Sloths,  Armadilloes,  and  Myrmecophaga  approaches  the  same  type! 
In  Carnivores, Elephants,  Hyrax,and  Orycteropus,  it  is  deciduate  and  zonary. 
In  all  other  Mammals  the  placenta  is  non-deciduate,  the  maternal  and  fcotai 
parts  simply  separating  from  one  another  at  birth.  Amongst  these  the  poly- 
cotyledonary form  is  found  in  the  Ruminantsproper,  and'the  diffused  form 
in  Suidse,  Hippopotamus,  Perissodactyla,  Tylopoda,  Tragulida;,  Manis, 
Lemuridae,  Sirenia,  and  Cetacea.  The  mode  of  development  of  the  meta- 
discoidal  placenta  of  Primates  shows  that  it  has  been  derived  from  a  diffused 
placenta,  the  villi  becoming  restricted  in  the  course  of  development  to  a 
disk-shaped  area,  and  their  complexity  increasing  at  the  same  time  (Balfour). 

In  the  course  of  development  the  embryo  becomes  more  and  more  folded 
off  from  the  yolk-sac  (umbilical  vesicle)  (Fig.  9,  Do),  the  stalk  of  which  latter, 
and  that  of  the  allantois,  enveloped  by  the  base  of  the  amnion,  together  form 
the  umbilical  cord.  At  birth,  the  foetal  membranes  are  shed,  the  intra- 
abdominal portion  of  the  allantois  persisting  as  the  urinary  bladder  and  the 
urachus  (cp.  the  chapter  on  the  vascular  system). 

Amongst  Elasmobranchs,  Mustelus  lsevis  and  Carcharias  possess  a  kind  of 
placenta  formed  by  the  yolk-sac,  which  becomes  raised  into  folds  fitting  into 
the.  vascular  walls  of  the  oviduct.  Indications  of  such  an  umbilical  placenta 
are  also  seen  in  the  early  stages  of  Insectivora,  Cheiroptera,  and  Rodentia. 

Further  investigations  on  the  umbilical  sac  and  allantois  in  Marsupials  and 
Monotremes  are  necessary.  Indications  of  an  umbilical  placenta  have  been 
observed  in  the  former  group. 
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Systematic  Zoology. 

On  the  ground  of  their  relationship  to  one  another,  animals 
have  been  classified  into  certain  divisions  and  subdivisions,  which 
are  designated  as  Classes,  Orders,  Suborders,  Families, 
Genera,  and  Species. 

A  general  classification  of  the  principal  existing  Vertebrate 
groups  is  given  in  the  following  table. 


A.  Acrania. 

Amphioxus. 

B.  Craniata. 

I.  CYCLOSTOMATA  (Suctorial  Fishes). 

1.  Petromyzontidse. 

2.  Myxinoidae. 

II.  GNATHOSTOMATA  (Animals  provided  with  jaws), 
(a.)  Anamnia  (without  amnion). 

1 .  Pisces  (True  Fishes). 
a.  Elasmobranchii  (Sharks  and  Rays). 
/3.  Holocephali  (Chimaera  and  Callorhynchus). 
y.  Ganoidei. 

1.  Selachoidei  (Cartilaginous  Ganoids — Aci- 
penser,  Polyodon,  &c). 

2.  Teleostoidei  (Bony  Ganoids  —  Polypterus, 
Lepidosteus,  Amia,  &c). 

8.  Teleostei. 

1.  Physostomi  (with  open  pneumatic  duct  between 
the  air-bladder  and  pharynx,  e.g.  Cyprinus, 
Salmo,  Silurus,  Mormyrus). 

2.  Physoclisti  (air-bladder,  when  present,  with 
closed  pneumatic  duct,   e.g.   Perca,  Gadus^ 

Ichthyopsida.J  Lophius). 

2.  Dipnoi. 

1.  Monopneumones  (Ceratodus). 

2.  Dipneumones  (Protopterus). 

3.  Amphibia. 
a.  Urodela. 

1.  Perennibranchiata  (Proteus,  Siren,  Monobran- 
chus). 

2.  Caducibranchiata. 
Derotremata  (Aniphiuma,  Menopoma). 
Myctodera  (Salamandra,    Triton,  Ambly- 

stoma). 

/3.  Anura  (Frogs  and  Toads). 
y.  Gynmophiona  (Footless  CiEcilians). 
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(b.)  Amniota  (Vertebrates  which  develop  an  amnion  during 
foetal  life). 

1.  Keptilia. 

a.  Crocodilia  (Crocodiles  and  Alligators). 
/3.  Lacertilia  (Lizards). 
y.  Chelonia  (Turtles  and  Tortoises). 
Sauropsida.  8.  Ophidia  (Snakes). 

2.  Aa'es. 

a.  Ratitse  (Cursorial  Birds — Ostrich,  Rhea,  Emeu,  &c). 
/3.  Carinatse  (Birds  of  flight). 

3.  Mammalia. 

a.  Prot'otheria  or  Ornithodelphia  (Monotremata 

— Ornithorhynchus  and  Echidna). 
/3.  Metatheria  or  Didelphia  (Marsupialia— Kan- 
garoos, Phalangers,  Opossums,  &c). 
y.  Entberia  or  Monodelphia  (Placentalia). 

Edentata. 

Sirenia. 

Cetacea. 

Ungnlata. 

Hyracoidea. 

Proboscidea. 

Rodentia. 

Cheiroptera. 

Insectivora. 

Carnivora. 

Lemuroidea. 

Primates. 
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SPECIAL  PART. 


A.  INTEGUMENT. 

The  skin  consists  of  a  superficial  ectodermal  and  a  deeper 
mesodermal  layer.  The  former  is  called  the  epidermis  (scarf- 
skin)  and  the  latter  the  derma  (corium,  cutis).  The  subcu- 
taneous connective  tissue  is  usually  not  sharply  marked  off 
from  the  derma,  but  either  passes  gradually  into  the  other.  The 
epidermis  always  consists  of  cells  only,  while  the  derma  is  made 
up  principally  of  connective-tissue  fibres,  as  well  as  those  of  an 
elastic  and  contractile  nature.  Nerves,  glands,  pigment-cells 
(chromatophores),  bony-structures,  and  vessels  occur  principally 
in  the  derma,  the  last  two  being  found  in  this  part  of  the 
integument  only. 

Thedermais  also  permeated  throughout  by  leucocytes  (white  blood-corpuscles), 
and  this  is  especially  the  case  in  Fishes.  These  leucocytes  penetrate  to  the 
superficial  layer  of  the  epidermis,  and  carry  pigment  granules.1  Here  they 
take  on  amoeboid  movements,  and  break  up  into  numerous  small  pigment- 
containing  particles,  which  are  taken  up  by  the  epithelial  cells. 

From  what  has  been  said  above,  it  is  clear  that  the  skin  pre- 
sents much  variety  both  in  form  and  function,  and  this  cannot 
be  wondered  at  when  one  considers  how  accessible  its  outer  surface 
is  to  external  modifying  influences. 

In  the  epidermis  two  layers  may  always  be  distinguished  :— an  outer, 
composed  of  horny  cells  (stratum  corneum,  horny  layer),  and  a  deeper, 
made  up  of  soft  protoplasmic  cells  (stratum  Malpighn,  mucous  layer). 
The  latter  serves  as  a  matrix  for  the  regeneration  of  the  horny  layer, 
the  superficial  part  of  which  is  continually  scaling  off.  From  the  epidermis 
all  the  glands  of  the  skin,  and  all  other  parts  spoken  of  as  epidermic 
uSures  take  their  origin.  Such  are  hairs,  bristles  feathers,  nails,  claws, 
hoofs  &c.  The  peripheral  sensory  end-organs  of  the  skm  are  to  be  con- 
sidered as  arising  by  a  differentiation  of  epidermic  cells  :  the  definite  relation 
which  many  of  these  organs  have  with  the  derma  must  be  looked  upon  as  a 

secondary  acquirement.    ^  

'  >  Pigment  is  never  fonned  in  the  epithelial  cells  themselves,  but  always  originates 
in  the  derma. 
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Animals  living  in  the  water  mostly  possess  a  thinner  homy  layer  which  is 
more  capable  of  imbibition  than  that  of  land  animals,  which  latter  are  usually 
exposed  to  more  mechanical  dangers  than  the  former.  It  may  also  be 
mentioned  that  the  connective-tissue  bundles  in  the  derma  oi  lushes, 
Amphibians,  and  Reptiles  show  a  typical  arrangement  in  alternating 
horizontal  and  vertical  strands.  Their  disposition  in  Birds  and  Mammals  is 
irregular,  that  is,  the  fibres  are  more  thoroughly  felted. 

Fishes.— In  Amphioxus,  the  surface  of  the  epidermis  is 
covered  with  cilia  in  the  larval  (gastrula)  condition,  and  this 
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Fig.  10. — Diagrammatic  Transverse  Section  illustrating  the  Structure 

of  tue  Skin  in  Fishes. 

Bp,  epidermis  ;  Co,  derma  ;  F,  subcutaneous  fat ;  CS,  cuticular  margin  ;  B,  B,  slime- 
cells  (goblet-cells  which  open  on  the  surface)  ;  Ko,  goblet-cells  ;  KB,  granular 
cells  present  in  Petromyzon  ;  C,  vessels  which  pass  upwards  in  the  vertical  con- 
nective-tissue bundles  of  the  derma  ;  W,  horizontal  connective-tissue  bundles. 


must  undoubtedly  be  considered  as  inherited  from  Invertebrate 
ancestors.  The  striated  cuticular  border  of  the  outer  epidermic 
layer  in  many  fishes  {e.g.  Cyclostomes,  Teleostei,  and  Dipnoi), 
and,  as  will  be  mentioned  presently,  in  Amphibian  larvae,  is  perhaps 
to  be  explained  in  the  same  way,  the  striation  possibly  corresponding 
to  coalesced  cilia  (Figs.  10  and  11a,  CS). 

In  Amphioxus  and  the  Cyclostomes  long  cylindrical  cells  provided  with 
Milt  bristle-like  processes  appear  amongst  the  ordinary  epithelial  cells.  These, 
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as  well  as  similar  elements  connected  with  complicated  pieces  of  apparatus 
will  be  treated  of  later  in  connection  with  the  sense-organs. 

The  meaning  of  the  "granular  cells"  present  in  the  integument  of 
Petromyzon,  as  well  as  of  the  so-called  "club-"  and  "goblet-cells"  in  the 
many-layered  epidermis  of  osseous  Fishes,  is  as  yet  by  no  means  clear  ;  it 
is,  however,  not  improbable  that  the  latter  of  these  have  to  do  with  the  pre- 
paration of  a  secretion  which  protects  the  outer  skin  from  the  action  of 
the  water. 


The  scales  of  Fishes  lie  in  connective-tissue  pouches  of  the 
derma,  and  are  formed  as  ossifications  of  the  latter.  In  Teleostei 
they  are  covered  by  the  epidermis  throughout  life;  in  Ganoids  and 
Elasmobrarjchs  this  is  only  the  case  in  the  larva.  (For  further 
details  compare  pp.  31  and  32.) 

Pigment-cells  (cp.  p.  16),  which  are  "under  the  influence  of 
the  nervotis  system  and  are  able  to  cause  a  change  of  colour,  are 
present  sometimes  in  both  layers  of  the  integument,  sometimes  in 
the  epidermis  only.  Muscles  and  glands,  such  as  are  found 
in  the  skin  of  other  Vertebrates,  are  not  usually  present 
in  Fishes.1 

Phosphorescent  organs  are  present  in  the  integument  of  some  Fishes. 

Amphibia. — The  structure  of  the  integument  in  larval  Am- 
phibians somewhat  resembles  that  of  Fishes,  while  in  adults  it 
more  nearly  approaches  that  seen  in  Reptiles. 

The  epidermis  of  those  larvae  which  live  in  the  water  consists 
of  two  sharply  differentiated  layers.  The  outer  layer  is  made  up 
of  flat  cells  with  a  striated  border  (Fig.  llA,  CS)  on  their  free  edge, 
like  that  already  described  in  Fishes :  the  inner  layer  is  composed 
of  more  cylindrical  or  cubical  cells  (b).  The  former  corresponds  to 
the  stratum  corneum,  the  latter  to  the  stratum  Malpighii. 

Later,  with  advancing  development,  the  layers  of  the  epidermis 
become  more  numerous,  and  involutions  towards  the  derma  take 
place  in  all  parts,  giving  rise  to  a  great  number  of  globular  and 
tube-shaped  glands,  which  are  particularly  abundant  in  certain 
regions — more  especially  in  the  head  and  flanks. 

Their  secretion  serves  to  keep  the  skin  moist,  but,  as  experi- 
ments have  shown,  it  also  forms  an  important  weapon  of  defence, 
on  account  of  its  poisonous  j>roperties.2 

1  There  are,  however,  several  exceptions  to  this  rule.  In  male  Elasmobranchs 
there  is  a  large  glandula  pterygopodii  (gland  of  the  clasper)  at  the  base  of  each 
pelvic  fin.  It  arises  as  a  tube-like  invagination  of  the  skin,  and  is  in  relation  with 
the  copulatory  organs  (cp.  the  chapter  on  these  organs).  In  the  "Weever  (Traehinus) 
there  is  a  series  of  poison-glands  lying  on  either  side  of  the  bases  of  the  spines  of  the 
dorsal  fin  ;  they  are  situated  at  the  bottom  of  integumentary  sacs,  and  their  ducts 
open  close  to  the  bases  of  the  spines.  In  Thalassophryne  the  operculum  is  pro- 
vided with  a  hollow  spine,  at  the  base  of  which  a  poison-sac  is  situated,  and  in 
Svnanceia  there  are  also  a  series  of  "poison-hags"  at  the  bases  of  tire  grooved 
dorsal  spines  (Giinther).  Poison  organs  appear  to  be  present  m  certain  other  lushes 
(rnanvSiluroids,  Aetobatis)  but  the  existence  of  actual  glands  is  not  certainly  known. 

2  The  poison  has  no  effect  on  other  individuals  of  the  same  species  ;  but  it  acta 
very  powerfully  on  closely  allied  forms,  as  well  as  on  the  higher  animals. 
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This  richness  in  glands  is  a  characteristic  of  the 
skin  of  Amphibia,  and  to  it  they  owe  their  moist  and  slippery 
nature.  Frequently,  as  for  instance  in  Toads,  the  skin  is  not 
smooth,  but  has  a  rough,  warty  appearance,  caused  by  local 
proliferations  of  the  epidermis. 


Fig.  11a. — Skin  of  Larva  of  Salamander  (Salamandra  maculosa). 

Ep,  epidermis ;   Co,  derma ;  a,  stratum  corueum ;  b,  stratum  Malpighii  ;  LZ, 
Leydig's  cells  ;  OS,  striated  border. 

The  pigment,  accumulated  principally  in  the  derma — partly 
diffused,  partly  enclosed  within  the  cells — is  under  the  control  of  the 
nervous  system,  and  thus  renders  a  change  of  colour  possible; 
and  as  the  colour  becomes  modified  according  to  the  surroundings  of 
the  animal,  it  may  serve  as  a  protection. 


Fro.  1  In.— Section  through  the  Skin  of  Adult  Salamander  (S.  maculosa). 

Ep,  epidermis  ;  Co,  derma,  in  the  richly  pigmented  (Pi)  connective-tissue  stroma  of 
which  the  various  sized  integumentary  glands  (A,  C,  D,  D,  E)  lie  embedded  ;  iP, 
the  muscular  layer  of  the  glands,  lying  within  the  membrana  propria  (Pr)  ;  M, 
the  same,  seen  from  the  surface ;  E,  epithelium  of  glands  ;  S,  secretion  of 
glands  ;  Mm,  subcutaneous  layer  of  muscles,  through  which  vessels  (G)  extend 
towards  the  derma. 

Calcifications  may  also  occur  in  the  derma,  or,  as  in  Cera- 
tophrys  d  orsata,  definite  bones  may  be  formed.  Such  bony  plate3 
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were  much  more  abundant  in  Amphibians  of  former  times ;  those 
of  the  Carboniferous  and  Trias  (Stegocephala,  Labyrinthodonta) 
were  richly  provided  with  them. 

For  a  further  reference  to  the  ring-like  scutes  and  scales  found  in  Csecilians, 
the  reader  is  referred  to  the  chapter  on  the  dermal  skeleton,  and  it  is  only 
necessary  to  state  here  that  the  rings  accurately  correspond  in  number  with 
the  vertebrae— a  very  rare  occurrence.  The  same  is  true  of  certain  Amphis- 
bsenians  {e.g.  Blcuius  cinereus). 

Reptilia. — In  contrast  to  the  skin  of  Amphibians,  that 
of  Reptiles  is  very  deficient  in  glands.  In  Lizards, a  series 
of  "femoral  glands"  occur  along  the  ventral  side  of  the  thigh, 
the  secretion  from  which,  as  it  passes  out  of  the  apertures,  hardens 
so  as  to  form  a  series  of  papillae  or  warts,  which  appear  to  serve  as 
clasping  organs  during  copulation.  In  Amphisbaenians  integu- 
mentary glands  are  also  present :  they  he  anteriorly  to  the  cloaca, 
and  open  into  the  "  pre-anal  pores." 

The  characteristic  peculiarity  of  the  skin  of  Reptiles 
is  its  capacity  of  producing  scales,  warts,  prickles,  shields 
(e.g.  the  "  tortoiseshell "  of  Chelonians),  claws,  rattles  (of  Rattle- 
snake), and  suchlike  structures. 

All  these  integumentary  organs,  as  already  mentioned  (p.  16), 
are  to  be  included  in  the  same  category  as  the  feathers  of 
Birds  and  the  hairs  of  Mammals :  that  is,  all  arise  at  first  by  a 
proliferation  of  the  epidermic  cells,  a  portion  of  the  dermal  tissue 
taking  part  in  their  formation  later  on.  Certain  special  differences 
are,  however,  always  to  be  observed  in  the  development  of  these 
different  structures,  as  will  be  mentioned  presently. 

As  in  Amphibia,  calcifications  or  ossifications  may  occur  in 
the  derma.  The  horny  layer  of  the  epidermis  may  be  either 
periodically  cast  off  entire  (Snakes),  or  in  shreds  from  time  to 
time  :  it  is  renewed  from  the  Malpighian  layer.  Pigment-cells 
also  occur,  rendering  possible  in  many  cases  a  change  of  colour 
(e.g.  Chameleon). 

Birds. — Birds  possess  a  thinner  derma  than  do  any  other 
Vertebrates,  and  it  is  not  very  plentifully  supplied  with  blood- 
vessels, although,  as  will  be  mentioned  in  another  chapter,  sensory 
organs  (tactile  corpuscles)  are  abundant.  In  the  deeper  _  layers 
there  is  a  strongly  developed  network  of  muscle-fibres,  which  are 
inserted  into  the  feather-sacs,  and  serve  to  erect  the  feathers. 

The  feathers,  arranged  in  so-called  "feather-tracts"  (pterylae) 
separated  by  naked  regions  (apteria),  form  the  most  marked 
peculiarity  of  the  body  of  Birds,  and  their  development  is  very 
instructive.  In  the  region  where  a  feather  is  to  be  formed,  the 
dermal  tissue  becomes  raised  up  towards  the  ectoderm  (Fig.  12,  A, 
Gu  Sc  SM1),  and  thus  gives  rise  to  a  papilla  (Pap).  As  this  papilla 
crows' out  to  form  an  elongated  cone  with  a  pointed  apex,  the 
feather-germ  (Fig.  12,  B,  FK),  its  base  sinks  gradually  deeper  and 
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deeper  into  the  derma,  and  thus  becomes  surrounded  by  a  sort  of 
pocket— the  feather-follicle  (F,  FL). 

The  homy,  as  well  as  the  Malpighian  layer  of  the  epidermis 
(Sc,  SM)  extends  into  the  base  of  the  follicle,  and  thence  into  the 
feather-germ  (Sc\  SUP),  the  interior  of  which  is  throughout  filled 
by  cells  of  the  derma,  which  give  rise  to  the  pulp  (P).  As  the 
feather-germ  keeps  on  growing,  the  cells  of  the  Malpighian  layer 


Fig.  12. — Six  Stages  in  the  Development  of  the  Feather. 
(Mainly  after  Th.  Studer.) 

Cu,  derma  ;  SM,  stratum  Malpighii  ;  Sc,  stratum  corneum  ;  SM1,  Scl,  extensions  of 
these  tissues  into  the  feather-papilla,  Pap  ;  FK,  feather-germ  ;  F,  F1,  feather- 
follicle  ;  P,  pulp  ;  Fal  {SM1),  folds  of  the  Malpighian  layer  extending  into  the 
feather-germ,  and  enclosed  externally  by  the  horny  layer,  HS  (Sc1)  :  both  layers 
are  seen  in  the  transverse  section  (C)  ;  FSp,  quill  of  feather,  which  breaks  up 
above  into  a  tuft  of  rays  or  barbs  (HSt)  ;  sec,  sec,  secondary  rays  (barbules) 
arising  from  the  latter  ;  B,  rutins  ;  V,  vexillum. 

For  further  details  as  to  the  different  stages  A-F,  compare  text. 
If  one  supposes  that  in  Fig.  A  the  papilla  grows  and  becomes  flattened  and 
bent  downwards  posteriorly,  and  that  ossification  occurs  in  the  dermal  portion, 
the  essential  mode  of  development  of  a  scale  would  be  arrived  at. 

begin  to  proliferate  rapidly,  giving  rise  to  a  series  of  radial  folds 
arranged  along  a  central  axis,  which  extend  inwards  towards  the 
pulp,  and  arc  immediately  bounded  by  the  horny  layer  (Fig.  12  C, 
Fal  (HAP)  and  HS  (Sc1).  These  folds  tl  Len  become  comified  and 
separated  from  the  surrounding  cells,  and,  by  a  gradual  drying  of  the 
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central  pulp-substance,  give  rise  to  a  tuft  of  horny  rays,  which  are, 
however,  at  first  bound  together  by  the  enclosing  stratum  cor- 
neum.  Most  Biixls  are  hatched  when  the  feathers  are  in  this 
stage  of  development,  and  they  thus  appear  as  if  covered  with 
pencil-like  hairs. 

By  the  shedding  of  the  surrounding  horny  layer  the  rays  or 
barbs  become  free  (Fig.  12,  D,  HSt),  and  if  they  are  all  similar  to 
one  another,  an  embryonic  down-feather  (pluma)  is  formed. 
The  whole  feather-germ,  however,  does  not  become  divided  up  into 
barbs  in  this  manner :  its  lower  portion,  embedded  in  the  skin, 
retains  a  more  uniform  character  and  forms  the  quill  (calamus) 

The  embryonic  down-feathers  (Fig.  12,  E),  on  the  individual 
barbs   of  which  smaller  secondary  rays  or  barbules  become 
developed  (sec,  sec),  may  retain  their  character  as  such  throughout 
life  or  may  be  replaced  by  definitive  feathers.    In  this  case  a  second 
follicle  early  arises  from  the  base  of  the  follicle  of  the  down-feather, 
with  which  it  is  connected  by  a  cellular  cord,  and  which  it  closely 
resembles  in  structure  (Fig.  12,  D,  F1).    The  papilla  developing 
within  the  interior  of  this  new  follicle  grows  rapidly,  gradually 
pushes  the  base  of  the  down-feather  out  of  its  follicle,  and  comes 
to  the  surface.    Each  definitive  feather  at  first  closely  resembles  a 
down-feather  in  structure,  and  consists  of  a  tuft  of  similar  rays  or 
barbs  provided  with  barbules.    In  the  course  of  further  growth, 
however,  one  of  the  rays  becomes  rapidly  thickened,  and  forms  a 
main  axis  or  stem  (scapus),  to  which  the  barbs  are  attached  on 
each  side.    The  proximal  or  basal  portion  of  the  scapus  which  bears 
no  barbs  is  called  the  quill  (calamus),  and  the  distal  part,  to 
which  the  barbs  are  attached,  the  shaft  (rachis).    The  barbs 
together  constitute  the  vane  (vexillum)  (Fig.  12,  F,  R,  HSt,  sec). 
The  secondary  rays  or  barbules  are  so  arranged  on  each  barb  (HSt) 
as  to  make  the  latter  resemble  an  entire  feather  in  appearance. 

In  many  Birds,  each  quill  of  the  ordinary  feathers  of  the  body  bears  two 
vexilla,  the  second  being  spoken  of  as  the  aftershaft  (hyporachis). 

In  this  manner  the  contour  feathers  (pennas)  are  formed, 
such,  for  instance,  as  those  on  the  wings  and  tail.  The  individual 
portions  of  the  vexillum  usually  become  very  closely  united 
together,  so  that  an  extremely  strong  and  resistant  though  pliant 
structure  is  formed. 

A  periodic  casting  of  feathers,  or  "moulting,"  takes  place 
in  all  Birds,  and  corresponds  to  the  similar  process  of  the  casting  of 
the  outer  skin  in  Reptiles  ;  in  Mammals  there  is  a  continual  scaling 
off  of  the  epidermic  cells  of  a  similar  nature. 

The  feather-covering  of  Birds  must  have  been  acquired  in  very  early 
geological  periods,  for  Archseopteryx,  found  in  the  Jurassic  strata  of 
Bavaria  possessed  well-formed  feathers  with  a  very  delicate  shaft  and  vane. 
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PuUeontokmcal  researches  have  not  yet  brought  to  light  any  definite  inter- 
medial sta.es  between  scales  and  feathers,  but  that  they  must  once  have 
existed  is  shown  by  the  development  of  these  structures  (comp.  lug.  12  an,  I 
description). 

There  is  no  trace  of  proper  dermal  bones  (derinostoses) 1  or 
calcifications  in  the  skin  of  Birds,  and  the  glands  are  reduced  to 
a  single  mass— the  uropygial  gland:  this  is  situated  at  the 
base  of  the  tail  (uropygium),  and  its  secretion  serves  to  oil  the 
feathers. 

Epidermic  structures,  such  as  claws,  spurs,  toot-scales, 
and  beak-sheaths,  are  strongly  developed. 


A  B 


Fiu.  13.— Six  Stages  in  the  Development  of  Hair. 

Sc,  stratum  corneum  ;  SM,  stratum  Malpighii ;  0,  derma  ;  F,  follicle  ;  Br,  sebaceous 
gland  ;  CZ,  central,  and  PZ,  peripheral  zone  of  the  hair- germ  ;  HK,  hair-knob  ; 
P,  beginning  of  the  formation  of  the  hair-papilla  ;  P\  the  same  in  a  later  stage 
of  development,  when  it  has  become  vascular. 


Mammals. — The  hair-like  structures  possessed  by  certain 
Reptiles  and  Birds  are  histologically  quite  distinct  from  the 
true  hairs  of  Mammals.  The  possession  of  hairs  characterises 
Mammals  quite  as  much  as  feathers  distinguish  Birds  from  all 
other  animals. 

1  See  note  on  p.  62. 
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Each  hair  arises  first  as  a. proliferation  of  the  epidermic  cells  in 
the  region  of  the  Malpighian  layer,  which  projects  inwards  towards 
the  derma  (Fig.  13,  A  and  B,  Se,  SM,  C).  In  this  manner  the 
hair- germ  is  formed.  The  thickening  of  the  epidermis  then 
grows  out  into  the  form  of  a  papilla,  and  becomes  surrounded 
by  the  cells  of  the  derma,  so  that,  as  in  the  case  of  the  feather, 
it  comes  to  lie  within  akind  of  pocket,  the  hair-follicle  (Fig.  13, 
C,  D,  F).  The  originally  uniform  mass  of  cells  of  the  hair-germ 
later  becomes  differentiated  into  a  peripheral  and  a  central 
portion  (Fig.  13,  E,  F,PZ,  GZ).  The  latter  consists  of  more  elong- 
ated cells,  and  gives  rise  later  to  the  hair-shaft  with  its  medulla 
or  pith,  and  to  the  cortex,  as  well  as  to  the  cuticle  of  the  shaft, 
and  to  the  so-called  inner  root-sheath  ;  the  former  gives  rise  to 
the  outer  root-sheath  (comp.  Fig.  14,  which  represents  the 
fully-formed  hair).  The  base  of  the  hair-shaft  which  fills  up  the 
bottom  of  the  follicle  is  broadened  out  to  form  the  hair-knob 
(Fig.  13,  E,  F,  HK),  and  the  richly  vascular  hair-papilla  (Fig.  13,  E, 
F,  P,  P1),  which  arises  comparatively  late,  extends  into  it  from 
below.  At  Br,  in  Fig.  13,  the  sebaceous  glands  are  seen 
arising  by  a  proliferation  of  the  Malpighian  cells.  The  hair  usually 
breaks  through  the  skin  in  an  oblique  direction.  The  character  of 
the  medulla  varies  so  much  that  upon  it  principally  depend  the 
differences  observable  in  the  hair  of  Mammals.1  The  colour  of  the 
hair  is  due  to  three  causes  : — Firstly,  to  the  greater  or  less  accumula- 
tion of  pigment  in  the  cells  of  the  cortical  layer ;  secondly,  to  the 
air  contained  in  the  intercellular  spaces  of  the  medulla;  and  lastly, 
to  the  nature  of  the  surface  of  the  hair.  i.e.  whether  it  is  rough 
or  smooth. 

The  hair-sheaths  consist  of  an  outer,  or  dermic  coat  (Fig. 
14,  F,  Fl),  and  of  an  inner  or  epidermic  coat,  the  so-called 
root-sheath  (WS,  WS1).  The  first  of  these  is  formed  entirely 
from  the  connective-tissue  of  the  derma — that  is,  from  the  above- 
mentioned  hair-sac  or  follicle, — while  the  latter  is  a  product  of 
the  Malpighian  layer,  with  which  it  remains  in  connection. 
Between  the  two  hair-sheaths  lies  a  homogeneous  and  thin 
hyaline-layer  (GH). 

The  follicular  tissue,  which  is  richly  provided  with  blood- 
vessels, extends  into  the  knob-like  base  or  root  of  the  hair-shaft 
(bulbus),  and  gives  rise  to  the  hair-papilla  (Fig.  14,  HP).  The 
latter  is  the  real  matrix  of  the  hair,  and  from  this  region  a  new 
hair-shaft  may  develop  when  the  hair  is  shed,  periodically  or 
non-periodically  as  the  case  may  be,  by  the  formation  of  a  new 
papilla.  Whether  new  hairs  arise  in  the  same  manner  as  in 
the  embryo  ("primary  hair-formation")  cannot  be  stated  with 

certainty.  '      :*  . 

Smooth  muscles  (arrectores  pih)  and  nerves,  as  well  as  seba- 

>  In  Bats,  the  hairs  arc  usually  distinguished  by  scale-like  projections  of  their 
surface. 
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ceous  glands  (Fig.  14,  HBD),  are  in  connection  with  each  hair-sac, 
the  latter  serving  to  oil  the  hair.1 


-'DO 


Fig.  14.  Longitudinal  Section  tii hough  a  Hair.  (Diagrammatic.) 
Se,  strata?  corneum  ;  SM,  stratum  Malpigbii  ;  Co,  derma  ;  Ap,  arrectores  pili ; 
hi,  adipose  tissue  ;  F,  outer  longitudinal  layer,  and  F\  inner  transverse  layer 
ot  dermic  coat  (both  composed  of  connective-tissue)  ;  Sch,  hair-shaft  •  M, 
medulla;  R,  cortex;  0,  cuticle  of  shaft;  WS,  WS\  external  and  internal 
root-sheath,— the  latter  reaches  above  only  as  far  as  the  point  of  entrance  of 
the  ducts  of  the  sebaceous  glands  (HBD)  ■  HP,  hair-papilla,  containing  vessels  ; 
<r}l  hyaline  layer,  wkch  lies  between  the  inner  and  outer  hair-sheaths,  ic, 
between  the  root-sheath  and  the  follicle  (dermic  coat). 

As  feathers  are  arranged  in  definite  tracts,  so  also  hairs  are 
disposed  more  abundantly  on  some  parts  of  the  body  than  on  others. 
i,ff'  Thc  a,Tec*?rt;s  P.'1,1  hRVe  als°  the  function  of  compressing  the  glands,  though  the 
|>if>poition  to  that  of  the  proper  hair-muscles. 
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A  richer  hairy  covering  (lanugo)  is  often  met  with  in  the  embryonic 
condition — as,  for  instance,  in  the  human  foetus— than  occurs  later  ;  and  this 
fact,  together  with  the  occasional  appearance  of  abnormally  hairy  individuals, 
indicates  that  at  one  time  man  was  distinguished  by  a  far  more  abundant 
clothing  of  hair  than  at  the  present  day.  In  the  normal  condition  the  Ainos 
ami  the  Australians  are  the  most  hairy  races. 

When  pigment  is  present,  it  is  always  situated  in  cells  of  the 
Malpighian  layer;  particular  parts,  as,  for  instance,  the  external 
genitals  (labia  majora  and  scrotum),  the  arms,  the  teats,  and  the  skin 
of  the  axillae  in  Man,  are  especially  well  provided  with  it. 

The  outer  layer  of  the  derma,  as  may  be  seen  by  a  glance  at 
Fig.  15,  may  be  divided  into  an  outer  papillary  and  an  inner 
reticular  portion.    The  former  contains  both  nerves  and  blood-  and 


Fig.  15.—  Section  through  the  Human  Skin. 

Se   stratum  corneum  ;   SM,  stratum  Malpighii ;   Co,  derma ;  F,  F,  subcutaneous 
'   £      VP  nerve-TOPiUte  :  GP,  vascular  papilla,  ;  JVand  G,  nerves  and  vessels  of 
[hVdSaTS^g Twealgiands,  with*  their  ducts  (SB\  S&) ;  2T,  hair  wxth 
sebaceous  glands  (D). 

lymph-capillaries;  the  latter,  on  the  other  hand,  becomes  lost 
without  any  sharp  boundary  line  in  the  sub-dermal  connective- 
tissue  and  in  the  more  or  less  strongly-developed  fatty  layer 
(panniculus  adiposus).  Smooth  muscle  _  elements  are  distributed 
throughout  the  derma;  they  are  particularly  abundant  in  the 
scrotum  (dartos)  and  in  the  teats. 

The  integumentary  glands  are  tube-shaped  or  else  berry- 
shaped  or  globular.  The  former  kind,  which  we  must  consider  as 
the  most  simple  and  primitive,  include  the  sweat-glands  and  their 
modSiona  (e  g.  ceruminous  glands  ;  while  the  latter,  which  are 
moSSweveloped  histologically,  are  spoken  of  as  sebaceous 
Xnd      To  the  latter  group  belong  the  already-mentioned  glands 
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of  the  hair-sacs,  the  glands  of  the  prepuce,  the  perineal  glands 
present  in  many  Mammals,  the  glandular  dorsal  grooves  of  the 
neck  of  the  Chamois,  the  Meibomian  glands  of  the  eyelids,  and 
many  others. 

Epidermic  structures  play  a  very  important  part  in  Mammals:  such 
are— claws,  nails,  hairs,  bristles,  and  spine's  (Hedgehog,  Porcupine)  ;the  so-called 
whale:bone  (baleen)  of  the  Mystaceti,  the  nasal  horns  of  the  Rhinoceros,  the 
scales  of  Manis,  and  the  palatal  plates  of  Sirenia,  belong  to  the  same  category. 

Mammaby  Glands. — The  mammary  glands,  which  stand  in 
such  a  close  relation  to  reproduction,  are  entirely  confined  to  the 
Mammalia,  which  owe  their  name  to  the  possession  of  these  organs. 
Their  phylogenetic  relations  are  by  no  means  clear;  they  must, 
however,  be  considered  as  modified  integumentary  glands 
(sebaceous  glands). 

The  so-called  mammary  pouch  of  Echidna 1  may  be  taken  as  a 
point  of  origin  of  the  different  forms  of  teats.  It  consists  of  a 
pocket-like  in-sinking  of  the  skin  of  the  abdomen,  which  is 
possibly  only  formed  periodically ;  in  it  the  eggs  or  unripe  young 
appear  to  be  protected.  How  the  latter,  in  the  absence  of  true 
teats,  take  in  the  milk  is  not  at  present  known. 


Fig.  16. — A,  True  (Secondary)  Teat  ;  and  B,  Pseudo-  (Primary)  Teat. 

This  pouched  condition  repeats  itself  ontogenetically  in  every 
Mammal  by  the  epidermis  extending  inwards  towards  the  derma, 
and  cylindrical  more  or  less  branched  processes  arising  from  the 
base  of  the  pouch  thus  formed.  These  processes  only  are  the 
proper  glands,  the  mammary  pouch  being  simply  a  part  of  the 
outer  surface  of  the  skin  which  has  sunk  inwards,  and  thus  it  may 
give  rise  to  hairs  and  other  integumentary  structures. 

The  teats  may  become  developed  in  one  of  two  ways.  In 
the  first  of  these,  the  skin  surrounding  the  pouch  becomes 
raised  up,  and  so  forms  a  teat  perforated  by  a  canal,  into  the 
base  of  which  the  proper  ducts  of  the  gland  open  (Fig.  16,  B). 
In  the  second  case,  the  gland  surface  itself  becomes  elevated  into 
a  papilla,  while  the  surrounding  skin  remains  almost  on  a  level 
with  the  rest  of  the  integument  (Fig.  16,  A).     In  the  latter 

1  Whether  the  absence  of  a  pouch  in  Omithorhynchus  is  the  more  primitive  or 
secondary  condition  is  not  certain  :  possibly  one  is  formed  periodically  during  "  heat." 
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case  the  teat  may  be  described  as  true  or  secondary  (Mar- 
supials, Rodents  (?  all),  Lemurs,  Monkeys,  aud  Man),  and  in 
the  former  as  a  pseudo-  or  primary  teat  (Oarnivora,  Pigs, 
Horses,  and  Ruminants).  The  latter  condition  is  already 
sketched  out  in  certain  Marsupials  (Phalangista  vulpina). 

As  a  rule  the  number  of  teats  corresponds  to  the  number  of 
young  born  at  a  time.  They  are  often  situated  in  two  nearly 
parallel  rows  along  the  ventral  side  of  the  thorax  and  abdomen, 
which  gradually  converge  towards  the  inguinal  region  :  in  other 
cases  they  may  be  restricted  either  to  the  inguinal  (Ungulates  and 
Cetaceans)  or  to  the  thoracic  region  (Elephants,  Sirenia,  many 
Lemurs,  Cheiroptera,  and  Primates). 

In  the  human  male,  the  mammary  apparatus  becomes  aborted,  though 
usually  at  birth  and  puberty  true  milk,  the  so-called  "witches'  milk" 
(Hexenmilch),  is  produced.  Male  goats  and  castrated  sheep  have  also  been 
known  to  give  milk.  Tbe  occasional  existence  in  men  of  supernumerary  teats, 
and  in  women  of  supernumerary  mammae  and  teats  (polymastism  and  poly- 
th  el  ism)  is  very  remarkable.  They  are  usually  situated  in  the  thoracic  region, 
and  must  be  considered  as  an  atavism  to  a  characteristic  primitive  form  which 
possessed  numerous  teats,  and  which  produced  a  number  of  young  at  a  time. 
Such  a  transition  from  polymastism  to  bimastism  may  be  seen  plainly  at  the 
present  day  in  the  Lemurs :  in  them  the  inguinal  and  abdominal  teats  are  under- 
going a  retrogressive  metamorphosis,  while  a  single  pair  of  thoracic  teats  remain 
well  developed.1  This  accords  with  the  fact  that  most  Lemurs  bear  only  a  pair 
of  young  ones  at  a  time,  which  they  carry  with  them  at  the  breast. 

The  glands,  which  are  at  first  solid,  become  secondarily  hollowed 
out  and  differentiated  into  acini,  mammary  ducts,  milk 
s  i n  u  s  e  s ,  and  excretory  ducts.  The  whole  intermediate  tissue 
durino-  lactation  is  filled  with  white  blood-corpuscles  (leucocytes), 
and  possibly  the  well-known  structural  elements  of  milk,  known  as 
colostrums  and  milk-spheres,  owe  their  origin  to  these  corpuscles, 
which  have  passed  through  the  walls  of  the  acini. 
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B.  SKELETON. 


I.  DERMAL  SKELETON. 

The  dermal  skeleton,  as  phylogenetically  the  older,  is  best 
ousidered  before  the  endoskeleton.     Its  relative  age  is  shown 


///' 


Fro   17  (after  0  Hertwig).— a,  Deemal  Aematuee  of  Hyposlmna  cammunr  (a 
SiLoid)  ;  i/ Denticles  from  the  Skin  of  the  Abdomen  of  Callichthys ;  c, 
Tlates  f'eo'm  the  Tail-fin  of  Eypostoma. 
Z,  dermal  denticles,  shown  broken  off  from  their  bases  at  &  ;  BP,  basal  plate. 

not  only  by  Palaeontology,1  but  also  by  Ontogeny,  inasmuch  as 
calcificatio/s  and  ossifications  in  the  derma  or  penchondnum 

.  As  examples  of  an^t  forms 
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appear  much  earlier  in  the  developing  animal  than  do  definite 
ossifications  within  particular  parts  of  the  cartilaginous  skeleton. 
The  condition  which  obtains  in  Fishes  and  Amphibia  well  illustrates 


Fig.  18. — Dermal  Denticles  of  Protopterus. 

D,  the  apical  portion  of  the  denticle  ;  S,  S,  the  base  of  the  denticle,  the  cavity  of 
which  is  seen  in  optical  section  through  the  transparent  apical  portion  at  S.l  and  S.2. 

this.  To  take  a  single  example  :  the  young  File-fish  (Balistes)  is 
provided  with  a  complete  dermal  armour  at  the  time  when  the 
ossification  of  the  primordial  cranium  has  hardly  begun. 


vs 


Fig.  19.— Dermal  Armature  of  Callichthys. 
B,  barbules  ;  BrF,  pectoral  fin  ;  BF,  pelvic  fin  ;  RF,  dorsal  fin  ;  JDS  and  VS,  dorsal 
and  ventral  bony  shiolds  ;  f,  lateral  line. 

The  ex°skeleton  originates  by  the  formation  of  small  denticles 
(*igs.  17  and  18)  attached  to  basal  plates,  which  lie  scattered  over 
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the  whole  skin,  arid  which  exhibit  exactly  the  same  structure  as 
the  teeth  proper,  which  will  be  described  later. 

Such  dermal  denticles  are  found  in  the  skin  ofElasmobranchs, 
Ganoids,  Siluroids,  and  Dipnoans;  the  large  shields,  which,  in 
the  armoured  Ganoids  and  Siluroids  (Fig.  19),  Lophobranchii  and 
Plectognathi,  become  united  to  form  a  strong  bony  cuirass,  may  be 
derived  from  the  gradual  fusion  of  the  above-mentioned  basal- 
plates  to  form  bands  and  networks.  One  may  even  extend  this 
still  further,  and  derive  phylogenetically  all  the  scales  of  Fishes, 
as  well  as  the  investing  bones  of  the  pectoral  arch  {e.g. 
Teleostei)  and  of  the  primordial  skull  in  the  same  manner  (cp. 
Fig.  53).1 

Fossil  genera  of  Amphibia  have  bequeathed  but  slight  traces 
of  this  strong  dermal  armour  to  the  existing  forms  of  the  group : 
as  examples  may  be  mentioned  the  bony  plates  in  the  skin  of  the 
back  of  certain  Anura  (Ceratophrys  dorsata  and  Ephippifer  auran- 
tiacus),  as  well  as  the  scales  lying  between  the  ring-like  scutes  of 
the  footless  Amphibia  (Gymnophiona)  (comp.  p.  20).  The  latter 
may  be  derived  from  such  a  scaly  covering  as  that  of  the  ancient 
Salamander  (Discosaurus)  of  the  Carboniferous  formation.  _ 

The  dermal  skeleton  of  fossil  Reptilian  genera,  as,  for  instance, 
of  many  Ornithoscelida  (Stegosaums),  was  still  more  highly 
developed.    In  these,  enormous  bony  plates  and  spines,  sometimes 
as  much  as  63  centimetres  long,  were  present  in  the  dorsal  region. 
Teleosaurus  also,  as  well  as  the  Triassic  Aetosaurus  ferratus, 
possessed  a  strong  exoskeleton.    Amongst  existing  Reptiles,  the 
Crocodiles,  many  Lizards  (Anguis,  Cyclodus,  Scincus),  and  more 
especially  the  Chelonia,  exhibit  a  well- developed  dermal  skeleton 
In  the  latter  group  a  dorsal  and  ventral  shield  (carapace  and 
plastron)  consisting  of  numerous  pieces  and  completely  enclosing 
the  body  must  be  noticed.    Both  arise  independently  of  the  endo- 
skeleton,  which  is  preformed  in  cartilage,  that  is  to  say,  they  are  true 
exoskeletal  membrane  bones  (cp.  note  on  p  62) ;  the  exoskeleton 
however,  comes  into  the  closest  relation  with  the  endoskeleton,  and 
may  supplant  it  here  and  there  :  thus,  m  Testudo,  for  instance,  the 
thoracic  and  lumbar  vertebrae  and  ribs  become  quite  rudimentary 
Birds  have  no  dermal  skeleton,  as  already  mentioned  m  the 

rhanter  on  the  integument.  . 

It  is  uncertain  Aether  the  dermal  skeleton  present  m  Arma- 
dillos (Loricata)*  only  among  •Mammals  is  to  be  derived  directly 

i  Tie  dermal  denticles  of  Elasmoliraiiolis  are  often  spoken  of  as  f  "■>>'*•  "jj 

SSEiiES  SET^'Mr'  SSL.  ^  m.  <«■*•  ■* 

which  covered  the  whole  body. 
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from  that  of  Reptiles,  or  whether  it  is  to  be  considered  as  formed 
independently,  that  is,  as  a  new  acquisition  or  "  neomorph " 
(Gadow). 

Thus  it  will  he  seen  that  the  exoskeleton  tends 
gradually  to  disappear  as  we  ascend  in  the  scale  of 
the  Animal  Kingdom,  while,  on  the  other  hand,  the 
endoskeleton  becomes  of  greater  and  greater  importance. 
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II.  ENDOSKELETON. 


I.  VERTEBRAL  COLUMN. 

An  elastic  rod,  the  notochord  (chorda  dorsalis),  lying  in  the 
long  axis  of  the  embryo,  between  the  neural  and  visceral  tubes  (sec 
Fig.  7,  B),  is  to  be  considered  as  the  foundation  of  the  axial  skeleton 
Consisting  of  a  mesh  work  of  cells,  which  are  early  vacuolated' 
the  outer  protoplasmic  part  of  the  notochord  becomes  differentiated 
into  a  structureless  cuticular  sheath  (the  sheath  of  the  notochord 
or  elastica  hmitans  interna),  which,  however,  disappears  almost 
entirely  after  the  notochord  has  ceased  to  grow  (Fig.  20  Gs) 

Outside  this  inner  sheath,  a  skeletogenous  layer  is  formed 
round  the  notochord  from  that  part  of  the  mesoblast  which  is 
distinguished  as  the  mesoblastic  somites  or  protovertebrae 
Round  the  outer  periphery  of  this  layer  another  sheath  is  formed* 

fxterfaVg  2o!4    ^  *  Unit™ 

The  skeletogenous  layer,  consisting  of  fibrous  tissue,  now 
extends  dorsally  over  the  spinal  cord  on  each  side,  and  thus  gives 

ihL  V  +C°+u  mU°US  m,embra»°"s  tube,  which  is  only  broken 
though  at  the  points  of  exit  of  the  spinal  nerves.  No  Toner 
segmentation  -like  that  seen  in  the'  muscular  system  I \?t0 

Ko  fihrn^  /°+rat!0^  °f  cartllaS^O"S  areas  in  the  mem- 

SbtuZod  nT+S  \  *Ylet.°gTnS  ti8Sue'  in  the  ^mediate 
rTniomln  t  ft  ?  not°chord  :  th^e  show  a  segmental  ar- 
rangement (formation  of  metameres),  and  represent  the  first 
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traces  of  the  vertehral  bodies  and  arches.  This  is  the 
second  or  cartilaginous  stage  of  the  vertehral  column,  and 
now  ossification  may  occur  (bony  stage).  Those  parts  of  the 
fibrous  tissue  which  do  not  become  consolidated  in  this  manner 
give  rise  to  certain  ligaments  of  the  vertebral  column. 

During  these  differentiations  of  the  skeletogenous  tissue,  the 
notochord  suffers  a  very  different  fate  in  the  various  Vertebrate 


Fig.  20.— Transverse  Section  of  the  Vertebral  Column  of  Ammoccetcs. 
C  notochord;  Cs,  inner  sheath,  and  Ee,  outer  sheath,  of  the  notochord;  SS,  skele- 
'    togenous  ltiyer  ;  Ob,  upper  arch  ;  Ub,  lower  arch  ;  F,  fatty  tissue  ;  M,  spmal 
cord  ;  P,  pia  mater. 

groups  •  it  may  increase  in  size  and  persist  as  a  regular  cylindrical 
rod  or  it  may  become  constricted  at  definite  intervals  by  the  for- 
mation of  vertebral  bodies,  or  even  entirely  disappear. 

.  During  the  cartilaginous  and  bony  stages  the  various  processes  famous, 
tr^nsver™0  articular  processes,  &c.)  are  formed  :  and  the  individual  vertebra) 
ISSTbecoie  fused  together,  as  for  instance,  m  the  regions  of  the 
neck,  sacrum,  and  coccyx. 

All  these  ontogenetic  stages  find  their  exact  parallel  in  the 
phylogenetic  development  of  Vertebrates,  as  the  following  pages 
will  show. 

Fishes  —The  vertebral  column  of  all  Fishes  is  distinguished  by 
a  very  uniform  character  of  its  elements,  so  that  one  can  only 
distinguish  between  trunk  and  caudal  vertebrae. 

The  most  embryonic  type  of  notochord  is  seen  m  Amphioxu  , 
Ammoccetes  and  Myxinoids,  in  which  it  is  entirely  unsegmented. 
t  the  metamorphosed  Petromyzon,  cartilaginous  elements  already 
mnke  the  r  appearance  in  the  form  of  rudimentary  arches  and 
s^nes  which  J?  not  meet  above  the  spmal  cord  (comp.  Fig.  49). 
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To  the  condition  found  in  Petromyzon,  that  seen  in  the 
Cartilaginous  Ganoids,  Chimseraa,  and  Dipnoi,  is  directly 
connected,  inasmuch  as  the  metameric  character  is  mainly  indicated 
by  upper  or  dorsal  arches. 


Fig.  21.— Portion  of  the  Vertebral  Column  of  Spatularia.    (Side  view.) 
Fig.  22.— Transverse  Section  of  the  Vertebral  Column  of  Acipenser 
i  iithenus  (in  the  anterior  part  of  the  body). 

's,  spinous  process  ;  EL,  longitudinal  elastic  band  ;  SS,  skeletogenous  layer  :  Ob 
upper  arch  ;  J/  spinal  cord  ;  P,  pia  mater;  Ic,  intercalary  pieces:  Cs,  noto- 
chord al  sheath  ;  C,  notochord  ;  Ee,  elastica  externa  ;  Ub,  lower  arch  ;  Ao,  aorta  : 
Jro,  median  parts  of  the  lower  arches,  which  enclose  the  aorta  ventrallv  :  Z  basal 
processes  of  the  lower  arches.  ' 


The  strong,  concentrically-layered  notochordal  sheath  (Fig  22 
Cs)  here  plays  the  part  of  vertebras,  and  is  surrounded  by  a  fibrous 
skeletogenous  layer  (Fig.  22,  S3),  in  which  paired  dorsal  and 
ventral  cartilages  become  developed.  The  former  give  rise  to 
the  above-mentioned  upper  or  neural  arches,  the  latter  to  the 
lower  or  haemal  arches  (Figs.  21,22,06,  Ub).  In  the  caudal  region 


Fig.  23. -Portion  of  the  Vertebral  Column  of  Protoptcrus.    (Side  view  ) 
0,  notochord  ;  DF,  spinous  process  ;  FT,  interspinous  bone  ;  FS,  fin-ray.  ' 

^t^SdTt^a^andcaudal  vein;  further  forwarda 

m!ftln^lmiddle  Hne  bel^,and  consequently 
Snou  vroltitL  Side  in  a  ^terally-directed  cartila- 

ginous projection,  or  "basal  process,"  which  may  develop  an 
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articulation  at  its  base,  and  thus  give  rise  to  a  rib  (cp.  p.  48). 
The  relations  of  these  parts  in  Elasmobranchs  and  Teleosteans  is 
similar  to  that  above  described.  For  the  further  strengthening  of  the 
vertebral  column  so-called  "intercalary  pieces"  (Figs.  21,22, 
Ic)  appear  between  the  upper  and  lower  arches  in  Cartilaginous 
Ganoids  and  Elasmobranchs.  The  vertebral  column  of  Bony- 
Ganoids  reaches  a  much  higher  stage  of  development.  Paired 
dorsal  and  ventral  cartilages  arise  above  and  below  the  notochord, 


Fig. 24.— Portion  of  the  Vertebral  Column  of  Polypierus. 
WK,  centra  ;  BF,  basal  processes  ;  Ob,  upper  arches  ;  Ps,  spiuous  processes. 

but  in  the  course  of  development  so  extend  at  the  base  as  to  com- 
pletely surround  it.  From  the  dorsal  cartilages  the  upper  arches 
take  their  origin,  and  from  the  ventral  the  lower,  while  the  car- 
tilage surrounding  the  notochord  gives  rise  to  the  vertebral 
bodies  or  centra.  The  whole  vertebral  column  also  becomes 
strongly  ossified  (Fig.  24).  The  notochord  is  now  no  longer  equal  in 
diameter  throughout,  but  becomes  constricted  or  actually  divided 
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Fig  25,-Diagram  showing  the  Intervertebral  Remains  of  the 

Notochord. 

C  &  expanded  and  constricted  portions  of  notochord;  WK,  centra;  Li,  inter- 
'     '     r  vertebral  ligaments. 

in  the  centrum  of  each  vertebra  (that  is  vertebrally),  while 
ntervertebrally  it  remains  expanded,  and  so  serves  as  a  sort  of 
connecting  or  packing- substance  between  two  contiguous  vertebra, 
mZ 25  and  27,  G>).  The  same  thing  takes  place  in  other 
Fishes-Elasmobranchii  and  Teleostei-and  thus  deeply 
biconcave  (amphiccelous)  centra  are  formed. 

One  of  the  Bony 
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each  centrum  (Fig.  26,  A,  cn1),  which  articulates  with  a  convexity  (cn)  on  the 
next  vertebra  behind  (opisthocoelous  vertebra).  Thenotochord  (except  in 
the  caudal  region)  entirely  disappears  in  the  adult  ;  in  the  larva  it  is  seen  to 
he  expanded  vertebrally,  and  constricted  intervertebrally,  a  condition  ot 
things  which  appears  again  in  the  higher  types,  as,  for  instance,  in  Reptiles.  In 
a  still  earlier  larval  stage,  however,  the  constrictions  are  vertebral,  as  in  other 
Fishes  (see  Fig.  27). 

The  primitive  character  of  the  vertebral  column  of  Fishes^  is 
shown  by  the  fact  that  the  arches  only  meet  dorsally  in  rare  in- 
stances.   As  a  rule,  the  closing  in  of  the  arch  is  effected  by  special 


cn 

Fig.  26. — Portion  of  the  Vertebral  Column  op  Lepidostous. 
(After  Balfour  and  Parker.) 

A,  a  vertebra  from  anterior  surface  ;  B,  two  vertebra  from  the  side ;  cn,  anterior 
convex  face,  and  cn1,  [posterior  concave  face  of  centrum;  h.a,  basal  process; 
n.a,  upper  arch;  i.c,  intercalary  cartilages;  1.1,  longitudinal  ligament;  i.s', 
interspinous  bone. 


pieces  of  cartilage  and  by  an  elastic  longitudinal  band  (Figs.  22, 
2G,  i.c,  l.l)  which  is  always  present.  This  description  of  the  upper 
arches  applies  also  to  the  lower  ones  present  in  the  caudal  region. 
Elasmobranchs  and  Ganoids  possess  a  greater  number  of  vertebne 1 
than^Teleosteans,  in  which  we  seldom  meet  with  more  than  70  : 
the  Eel,  however,  possesses  more  than  200.  In  Eays  and  Chim^rse 
only  amongst  Fishes  are  definite  articulations  formed  between  the 
skull  and  vertebral  column. 

To!  In  ^pe.cits  7ulPes  there  are  365;  in  Carcharias  claucus,  240  ;  in 
J.amna,  150;  m  Pristiurus,  140;  in  Scyllinm,  about  124;  in  Squatina,  117. 
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The  caudal  region  of  the  vertebral  column  deserves  particular 
attention  in  Fishes,  and  the  primitive  condition  of  this  region  in 
Amphioxus,  Cyclostomi,  and  Dipnoi,  may  be  taken  as  a  starting- 
point.  In  these,  the  notochord  extends  straight  backwards  to  the 
hinder  end  of  the  body,  and  is  surrounded  quite  symmetrically 

XnlOi1  Zi 
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Fig.  27.— Portion  of  the  Vertebkal  Column  of  a  Young  Dogfish  (Scyllium 

canicula).    (After  Carrier.) 
C,  notochord  ;  Kn,  outer,  and  Kn\  inner,  zone  of  cartilage  ;  FK,  the  fibro-carti- 

laginous  mass  lying  between  these  zones,  which  is  undergoing  calcification  ;  Li, 

intervertebral  ligament. 

by  the  tail-fin,  which  is  therefore  spoken  of  as  proto cereal  or 
diphycercal  (see  Fig.  29).  This  condition  is  met  with  also  in 
many  Fishes  of  the  Devonian  strata,  as  well  as  in  young  stages  of 
Teleostei.  In  the  latter,  however,  the  ventral  half  of  the  tail-fin 
with  its  supporting  skeleton  becomes,  as  a  result  of  unequal  growth, 
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Yiq  28  —Portion  of  the  Vebtebbal  Column  of  Scymnus. 
WK  centra  ; ' Ob',  upper  arches  ;  Jo,  intercalary  pieces.    The  apertures  for  the  spinal 
nerves  are  seen  in  the  arches  and  intercalary  pieces. 

more  strongly  developed  than  the  dorsal,  and  thus  the  vertebral 
column  is  bent  up  dorsally, .  giving  rise  to  a  heterocercal  tad. 
This  form  of  tail  maybe  recognised  externally,  as  m  many  Elasmo- 
branchs  Ganoids,  and  numerous  fossil  Fishes,  or  may  be  masked  by 
a  more  or  less  symmetrical  tail-fin,  when  it  is  only  visible  internally 
^pidos^eus  (Fdg.  30)  and  Amia  to  some  extent,  but  more  particu- 
larly in  most  Teleosteans,1  e.g.  Salmo,  Esox). 

i  The  term  homocercal  is  sometimes  used  to  describe  the  masked  heterocercal 
condition  of  the  tail  in  Teleostei. 
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Amphibia.— The  vertebral  column  of  Urodeles  may  be 
divided  into  cervical,  thoraco-lumbar,  sacral,  and  caudal 
regions,  and  these  regions  can  be  recognised,  except  in  certain 
modified  forms  such  as  Snakes,  from  Urodeles  up  to  the  Mam- 
malia. On  account  of  the  absence  of  extremities  in  Caecilians,  the 
vertebral  column  can  only  be  divided  into  three  regions,  cervical, 


Fio.  29. — Tail  of  Protoptcrus. 

thoracic,  and  a  very  short  caudal.  In  Anura,  no  special  lumbar 
region  can  be  recognised,  and  the  caudal  portion  is  modified  to 
form  a  "  urostyle  "  (see  p.  42). 

The  notochord  of  Urodele  larvae,  like  that  of  most  Fishes, 
undergoes  vertebral  constrictions,  while  intervertebrally  it  grows 
thicker,  and  accordingly  appears  expanded.  Thus  the  vertebras  here 


Fig.  30.— Tail  of  LopidosUnis. 


also  are  amphicoelous.  Later,  intervertebral  masses  of  cartilage 
become  developed,  which,  together  with  the  bone  which  is  formed 
at  the  same  time  m  the  surrounding  connective-tissue,  extend  in- 
wards towards  the  centre,  gradually  constricting  the  notochord  so 
that  eventually  it  may  become  entirely  obliterated.  Finally  a  dif- 
ferentiation, as  well  as  a  resorption,  extending  inwards  from  the 
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periphery  occurs  in  these  cartilaginous  parts  :  in  the  interior  of 
each  an  articular  cavity  is  formed,  so  that  in  the  vertebra;  of  the 
higher  Urodeles  (Salamandrina  perspicillata  and  certain  Tritons) 
an  anterior  convexity  and  a  posterior  concavity  may  be  distin- 
guished, both  covered  with  cartilage ;  they  are,  therefore, 
opisthoccelous.  A  glance  at  Fig.  31,  A  to  D,  will  make  this  clear! 


A  BCD 


Fig.  31. — Longitudinal  Section  through  the  Vertebral  Column  of  Various 
Urodeles.  A,  Ranodon  sibericus  ;  B,  AmMy stoma  tigrinum  ;  C,  GyrinopHlus 
porphyriticus  (the  three  most  anterior  vertebra,  I,  II,  III)  ;  D,  Salamandrina 
perspicillata. 

Ch,  notochord  ;  J  vie,  intervertebral  cartilage :  GK,  vertebral  cartilage  and  fat-cells  ; 
K,  peripheral  bony  covering  of  centrum  ;  R,  ribs  and  transverse  processes  ;  S, 
vertebral  constriction  of  notochord  in  Amblystoma  tigrinum,  without  cartilage 
and  fat-cells  ;  **,  intervertebral  cartilaginous  tracts  ;  Mh,  Mh,  marrow  cavities  ; 
Gp,  GJc,  articular  socket  and  head  ;  Ligt,  intervertebral  ligaments. 

In  the  development  of  the  vertebral  column  then  of  Urodeles 
we  can  distinguish  three  stages :— (1)  A  connection  of  the  indi- 
vidual vertebras  by  means  of  the  mtervertebrally  expanded 
notochord  ■  (2)  a  connection  by  means  of  intervertebral  masses  of 
cartilage; 'and  finally  (3)  an  articular  connection.    These  three 
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different  stages  of  development  find  a  complete  parallel  in  the 
phylogeny  of  tailed  Amphibians,  inasmuch  as  all  fossil  forms,  e.g. 
the  Stegocephala  of  the  Carboniferous  Period  and  the  Labyrintho- 
donts,  as  Well  as  the  Perennibranchiata,  Derotremata,  and  many 
Salamanders,  possess  simple  biconcave  vertebrae,  without  differen- 
tiation into  definite  articulations. 

The  bony  parts  of  the  vertebra  of  Urodeles  are  not  formed  from 
the  cartilaginous  sheath  of  the  notochord,  but  in  the  surrounding 
connective-tissue,  there  being  only  an  intervertebral  cartilaginous 


Fig.  32.— Veetebkal  Column  of  Discoglossus  pictus. 

Pa,  articular  processes  ;  Ps,  spinous  processes  ;  Pt,  transverse  processes  of  trunk 
vertebra  ;  Ptc,  transverse  processes  of  caudal  vertebrse  (urostyle  Oc)  •  S  W 
sacral  vertebra;  Ob,  upper  arch  of  first  vertebra;  Sg,  its  lateral  articular 
surlaces  ;  Po,  its  anterior  process  ;  R,  ribs. 

zone,  extending  into  the  ends  of  the  centra.  In  the  Anura  on  the 
other  hand,  as  well  as  in  Elasmobranchs,  bony  Ganoids,  and  the 
higher  Vertebrata,  the  vertebras  are  preformed  in  cartilage 
In  the  Anura  true  articulations  are  always  formed  between  the 
vertebra  and,  as  a  rule,  the  convexity  is  posterior,  and  the  concavity 
anterior  proccelous).  A  further  difference  is  seen  in  the  rela- 
tions oi  the  notochord,  which  persists  verteb rally  longer  than 
intervcrtcbrally,  a  condition  which  leads  towards  the  Keptiles. 
lhe  con  figuration  of  the  caudal  region  of  the  vertebral  column  must 
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also  be  remarked  upon,  as  it  differs  in  tailed  and  tailless  Amphi- 
bians. The  long  caudal  portion  of  the  tadpole's  vertebral  column, 
which  is  very  similar  to  that  of  Urodeles,  undergoes  during 
metamorphosis  a  gradual  retrogressive  change,  and  the  vertebrae 
of  its  proximal  end  become  fused  together  and  ossified  to  form  a 
long  unsegmented  dagger-like  bone,  the  urostyle  (Fig.  32,  Oc). 

The  upper  as  well  as  the  lower  arches  of  the  vertebra)  are  in  direct 
connection  with  the  centra.  Lower  arches  are  present  only  in  the  caudal 
region  of  Urodeles,  and  evidently  correspond  to  the  already-mentioned  basal 
processes  of  the  vertebras  of  Ganoids.  The  most  anterior  in  some  cases 
function  as  supports  for  the  ribs,  and  this  circumstance  is  sufficient  to  render 
untenable  the  earlier  view  that  the  lower  arches  are  modified  transverse 
processes 1  or  fused  ribs,  as  is  the  case  in  some  Fishes. 

The  neural  spines,  as  well  as  the  transverse  processes,  which  are  as 
a  rule  bifurcated  at  the  base  and  are  present  from  the  second  vertebra  onwards, 
show  the  greatest  variety  as  regards  shape  and  size,  differing  in  the  several 
regions  of  the  body.  The  transverse  processes  of  the  single  sacral  vertebra, 
which  give  attachment  to  the  pelvis,  are  particularly  strongly  developed, 
especially  in  the  Anura. 

Articular  processes  (zygapophyses)  which  are  usually 
present  in  Fishes  that  possess  a  bony  vertebral  column,  are  well 
developed  in  all  Vertebrates  from  the  Urodela  onwards,  and 
consist  of  two  pairs  of  projections  arising  respectively  from  the 
anterior  and  posterior  edges  of  the  base  of  the  neural  arch.  Their 
surfaces  are  covered  with  cartilage,  and  overlap  one  another  from 
vertebra  to  vertebra  like  tiles  on  a  roof:  not  unfrequently  the 
neural  spines  also  articulate  with  one  another,  and  thus  a  well- 
articulated  and  mobile  chain-like  vertebral  column  results. 

From  the  Amphibia  onwards  the  first  vertebra,  or  so-called 
atlas  (and  this  is  the  only  cervical  vertebra  of  Amphibia),  becomes 
differentiated  from  the  others.  In  Amphibians  it  consists  of  a 
simple  rino-  which  articulates  with  the  two  condyles  and  the  basis 
cranii  A°s  numerous  researches  have  shown,  however,  the  first  ver- 
tebra of  Amphibians  does  not  correspond  to  that  (i.c  the  atlas)  of  the 
higher  Vertebrates,  but  is  much  more  nearly  homologous  with  the 
second  cervical  vertebra  of  the  latter-the  axis  (epistropheus). 
This  is  demonstrated  by  a  study  of  its  development,  which  shows 
that  the  real  atlas  loses  its  individuality  as  a  separate  mass,  and 
becomes  united  with  the  occipital  region  of  the  skull. 

Reptilia.— In  contrast  to  the  numerous  fossil  forms  only  a 
few  existing  Reptiles,  viz.,  Hatteria  and  the  Geckos  (Ascala- 
boTa)  J  tain  throughout  life  the  primitive  biconcave  character  of 
their  vertebraa,  with  the  notochord  expanded  intervertebrally. 

r7!l1 1  the  others  the  notochord  remains  expanded  longer  m  the 

vertebra I  rtions  £n  intervertebrally,  but  in  the  adult  it  becomes 
vertebral  re  iu  ^  gtronger  d 

the  whole  skeleton  forms  a  characteristic 

>  Traces  of  the  transverse  processes  are  present  nearly  to  the  end  of  the  tad. 
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difference  between  the  skeleton  of  Ichthyopsida  on  the  one  hand 
and  Amniota  on  the  other.  As  a  rule  the  vertebra}  of  Reptiles 
become  definitely  articulated  with  one  another,  and  are  of  the 
procoelous  type:  the  above-named  genera,  with  intervertebral 
remains  of  the  notochord,  form  an  exception  to  this  rule,  as  do 
also  Crocodiles  and  Birds,  in  which  intervertebral  disks  or  menisci 
exist ;  in  the  latter,  however,  they  are  not  present  in  the  cervical 
region.1 

What  has  been  said  as  to  the  classification  of  the  vertebra?  into 
different  regions  in  Amphibia,  as  well  as  to  the  presence  of  processes, 
applies  here  also,  though  there  are  always  several  cervical  vertebra? 
instead  of  a  single  one  :  there  are  also  always  at  least  two  sacral 
vertebra?.  An  atlas,  usually  consisting  of  three  pieces,  and  an 
axis,  with  an  odontoid  bone,  are  always  well  developed.2 

The  spinous  processes  of  the  upper  arches  vary  in  size,  and 
transverse  processes  arise  from  the  centra  themselves  or  close  to 
them.  Lower  arches  (chevron  bones)  are  present  in  the  tail  in 
Lizards,  Chelonians,  and  Crocodiles;  and  besides  these,  median  or 
paired  inferior  processes  of  the  centra  themselves  are  seen  in 
many  of  the  vertebra?  of  Lizards  and  Snakes,  as  well  as  in  Birds, 
and  to  some  extent  in  the  lumbar  region  of  certain  Mammals. 


In  consequence  of  the  absence  of  a  pectoral  arch,  the  vertebral  column 
of  Snakes  and  Aniphisbtenians,  like  that  of  Csecilians,  can  only  be  divided  into 
trunk  and  caudal  vertebra.  The  vertebral  column  of  Chelonians  deserves 
particular  notice  as  a  large  portion  of  it  becomes  anchylosed  with  the  dermal 
bones  of  the  carapace,  and  it  is  thus  rendered  immovable  in  a  certain  region. 

In  Snakes  and  some  Lizards  (Iguana)  extra  articular  processes  (zygosphenes 
and  zygantra)  are  developed  on  the  vertebrae.  In  Lizards  small  separate  ossifi- 
cations or  subvertebral  wedge-bones  are  often  present  on  the  ventral 
side  of  the  vertebral  column  between  the  centra ;  and  in  the  caudal  region,  an 
unossified  septum  remains  in  the  middle  of  each  centrum,  so  that  the  tail 
easily  breaks  off  at  these  points.  "When  this  happens  the  tail  grows  again,  but 
proper  vertebraa  are  not  formed. 

In  fossil  Eeptiles,  which,  both  as  regards  size  and  number  of  species, 
usually  surpassed  the  existing  representatives  of  the  group,  the  sacrum, 
which  gives  attachment  to  the  pelvis,  often  consists  of  more  than  two 
vertebra,  the  number  being  four  or  five  (Ornithoscelida). 

The  following  facts  will  give  some  idea  of  the  monstrous  proportions 
of  these  old  genera  of  Eeptiles  :— Atlantosaurus  immanis,  a  North 
American  Dinosaur,  reached  a  length  of  about  80  feet,  and  its  femur  was 
8  leet  long  and  25  inches  thick  at  its  proximal  end.  The  transverse  dia- 
meter of  the  individual  vertebrae  amounted  to  16  inches,  and  Apatosaurus 
Jatieollis  found  m  the  same  strata,  possessed  cervical  vertebra  which 
reached  a  diameter  of  3£  feet. 

A  knowledge  of  fossil  genera  of  Reptiles  is  of  the  greatest 
interest,  as  we  can  see,  in  many  groups,  important  points  of  con- 

t^JZ^™01}11/8^6  ^brx  are  mostly  procoelous,  an  exception  being  seen  in  the 
£  S  ^  f  CalVCU  ;  and  l?  Chel0»ial«  there  is  great  variation  in  the  form  of 
flMt  ,  \  f  Cm\m  ofcth!  cervical  vertebras,  while  the  thoracic  ami  lumbar  have 
lUttened  faces,  and  are  firmly  united  together  bv  cartilage. 

inc  os  odontoideum  corresponds  morphologically  to  a  part  of  a  centrum  of  the 
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nection  with  Birds.  At  the  present  day  it  cannot  appear  doubtful 
to  any  ruorphologist  that  the  latter  are  descended  from  Reptilian 
ancestors. 

Birds. — In  Archseopteryx,  found  in  the  Solenhofen  slates  of 
the  Bavarian  Jurassic,  and  already  mentioned  on  p.  22,  many  of  the 
special  peculiarities  of  Reptiles  and  Birds  are  united.  The  hinder 
extremities  are  distinctly  Reptilian,  as  is  also  the  tail,  which,  like 
that  of  a  Lizard,  is  composed  of  numerous  elongated  free  vertebrae. 
A  covering  of  true  feathers,  on  the  other  hand,  characterises  it  as 
a  Bird  :  the  biserial  arrangement  of  the  tail-feathers  is  seen  in 
Fig.  33. 


Fig.  33.— Tail  of  Archaopteryx. 

The  vertebral  column  of  Birds  corresponds  with  that  of  Reptiles 
not  only  in  its  phylogenetic  relations,  but  also  ontogenetically.  In 
both  o-roups  the  notochord  eventually  disappears  entirely,  and  the 
whole  skeleton  becomes  strongly  ossified.1  The  pelvis  of  Bird  - 
embryos  like  that  of  existing  adult  Reptiles,  is  attached  to  the 
vertebral  column  by  two  vertebrae  only ;  during  further  develop- 
ment however,  a  number  of  other  vertebras  (thoracic,  lumbar,  and 
caudal)  become  fused  with  the  sacrum  (Fig.  34).  p    , -lpi5 

A  further  difference  between  the  vertebral  column  of  Reptiles 
and  Birds  is  seen  in  the  character  of  the  caudal  region  m  the  latter 
group  which  always  remains  apparently  rudimentary.  In  this 
Peculiarity  existing  Birds  stand  in  sharp  contrast  to  their  Jurassic 

anCtmus(rLaw°eVveer;  be  well  understood  that  the  pygostyle  of 
Birds  may  be  made  up  of  six  or  more  fused  caudal  vertebrae,  and  in 

i  i. x.         •„  CPvnm  flip  American  Cretaceous),  as  well  as  Archseopteryx,  pos- 
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the  sacrum  even  a  greater  number  maybe  included  (cp.  the  chapter 
on  the  pelvis,  p.  9(5) :  thus  in  the  common  Duck  (Anas  boschas), 
seven  become  united  with  the  pelvis,  eight  remain  free,  and  the 
pygostyle  is  composed  often  separately  ossified  and  fused  segments 
making  in  all  twenty-five  vertebras  originally  present  in  the  caudal 
region°of  this  Bird.  In  Archseopteryx  the  pelvis  was  much  shorter 
than  in  existing  Birds,  and  much  fewer  vertebrae  were  united  with 
it.  Moreover,  in  embryos  of  an  Australian  parrot  (Psittacus  undu- 
latus)  more  vertebras  are  formed  in  the  embryo  than  are  seen  in  the 
adult.    The  original  type  is  well  preserved  to  the  present  day  in 


Fig.  34. — Pelvis  of  Owl  (Strixbubo).    (Ventral  view.) 

W,  position  of  the  primary  sacral  vertebrae  :  between  It  and  II,  and  behind  W,  are 
seen  the  secondary  sacral  vertebrae,  fused  with  the  primary  ;  11,  ilium ;  Is, 
ischium ;  P,  pubis ;  t,  foramen  between  ilium  and  pubis ;  B,  last  pair 
of  ribs. 

the  Ratitae,  in  which  the  posterior  caudal  vertebrae  remain  free, 
instead  of  uniting  to  form  a  pygostyle,  and  the  secondary  sacral 
vertebrae  remain  longer  distinct.  Thus  the  chasm  between 
Archaeopteryx  and  existing  Birds  is  in  this  respect  essentially 
lessened. 

The  arches  always  become  united  into  a  single  mass  with  the 
corresponding  centra,  and  are  no  longer  separated  from  them  for  life 
by  sutures,  as  seen  e.g.  in  Crocodiles,  and  exceptionally  in  Chelo- 
nians.  The  same  may  be  said  of  the  atlas  and  axis,  in  which  also  no 
sutures  persist  between  the  different  parts.  In  the  cervical  region, 
where  by  means  of  saddle-shaped  articulations  the  vertebrae  are 
able  to  move  easily  on  one  another,  the  bifurcated  transverse 
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processes  may  unite  with  the  corresponding  ribs  (Fig.  35).  In 
the  thoracic  region,  more  or  fewer  of  the  vertebrae  usually  become 
immovably  united  together. 

05 
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Fig.  35.— Third  Cervical  Vektebra  of  "Woodpecker  {Picus  viridis).  (Viewed 

anteriorly.) 

Sa,  articular  surface  of  centrum  ;  Ob,  upper  arch  ;  Pa,  articular  process  ;  Pt,  Pt,  the 
two  bars  of  the  transverse  process,  shown  on  one  side  anchylosed  with  the  cervical 
rib  (E) ;  Ft,  transverse  (vcrtebrarterial)  foramen  ;  Psi,  haemal  spine. 

Mammalia. — No  direct  connection  exists  between  the 
vertebrae  of  Reptiles  and  Birds  and  those  of  Mammals.  The 
notochord  persists  longer  intervertebrally  than  vertebraHy,  but  it 
disappears  entirely  by  the  time  the  adult  condition  is  reached.  A 
jelly-like  pulpy  mass,  the  nucleus  pulp osus,  persists,  however, 
throughout  life  in  the  centra  of  the  fibro-cartilaginous  menisci 
which  are  developed  between  the  vertebrae.  Articulations  between 
the  centra  are  never  formed,  but  as  in  Amphibians,  Reptiles,  and 
Birds  well-developed  articular  processes  are  present,  arising  from 
the  neural  arches.1  The  cervical  region  is  usually  the  most 
moveable,  and  the  centra  may  be  so  much  hollowed  out  m  this 
reo-ion  as  to  give  them  an  opisthocoelous  character  (e.g.  Ungulata). 
In  some  cases,  on  the  other  hand,  the  cervical  vertebrae  may  become 
firmly  fused  together  (Cetacea).  The  centra  are  provided  with  epi- 
physes, except  in  all  but  those  of  the  caudal  region  of  Monotremes 

and  in  Sirenia  (?).  ,  , 

The  atlas  and  axis  essentially  resemble  those  of  Birds,  though 
the  differentiation  of  the  vertebral  column  into  regions  characterised 
by  difference  of  form,  is  much  more  sharply  marked  than  m  any 
other  Vertebrates. 

In  loner-necked  Ungulates  (Horse,  Camel,  Ox)  the  neural  spines  of  the 
interior  thoracic  vertebrae  are  greatly  developed,  and  corresponding  with  this 
fstron-  cervical  ligament  (ligamentuin  nuchas  is  particularly  well  developed 
to  twvovl ■  rtre height  of  the  head.  This  is  also  true  of  antler-bearmg  annuals 
anc  of  the  GorUla0  There  are  as  a  rule  7  cervical  vertebrae ;  Bradypus  how- 
ever!^Possesses  8-9,  and  Tamandua  bivittata  8,  while  in  Manatus  and  Cholcepus 

VtSl  processes  of  the  cervical  vertebr*  usually  unite  with  the 
rudimentary  ribs,  as  in  Birds.  _  

^^^^^^^^ 
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In  Mammals,  as  in  Reptiles  and  Birds,  two  primary  sacral 
vertebra)  are  present,  but  as  a  rule  a  few  caudal  become  later 
included  in  the  sacrum,  and  are  usually  more  or  less  closely  united 
with  it.  In  Anthropoids,  as  in  Man,  the  first  sacral  vertebra  is 
plainly  marked  off  from  the  last  lumbar  by  the  appearance  of  the 
so-called  promontory. 

The  caudal  vertebrae  vary  extremely  in  their  development,  and 
excepting  in  most  long-tailed  Mammals — more  particularly  the 
Sirenia  and  Cetacea— no  longer  develop  lower  arches.  When 
present  these  "  chevron  bones  "  are  intervertebral  in  position. 

In  the  higher  Primates  the  tail  forms  a  stump-like  appendage, 
the  coccyx  consisting  of  few  (3 — 6)  vertebrae.  In  the  embryo, 
however,  the  .notochord  extends  beyond  the  point  corresponding 
to  the  apex  of  the  coccyx,  and  thus  a  longer  caudal  region  must 
formerly  have  been  present. 

The  greatest  number  of  caudal  vertebrae  is  found  in  Microgale 
longicauda  (48),  Manis  macrura  (46 — 49),  Paradoxurus  (about  36), 
and  in  certain  Monkeys  (Semnopithecus,  Ateles,  32 — 33). 

In  human  embryos  of  9 — 10  millimetres  long  (5th  week)  38  vertebrae  are 
present,  and  these  all  consist  of  a  cartilage-like  tissue  with  the  exception  of 
the  two  posterior  caudals.  In  embryos  12mm.  long  (6th  week)  the- three 
posterior  caudal  vertebrae  (36th,  37th,  and  38tb)  fuse  together,  and  the  35th 
also  loses  its  sharp  contour.  In  embryos  of  19mm.  there  are  only  34  ver- 
tebrae, the  number  present  in  tbe  adult.  In  the  stage  with  38  vertebrae,  the 
spinal  cord  and  notochord  extend  to  tbe  extreme  apex  of  the  tail,  almost 
reaching  to  the  skin,  but  a  reduction  of  these  parts  takes  place  later. 
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II.  RIBS. 


The  ribs,  standing  in  the  closest  connection  with  the  nryocom- 
mata  (myotomes)  of  the  great  lateral  muscles  of  the  body,  are 
arranged  segmentally,  and  onto-  as  well  as  phylogenetically,  pass 
through  a  membranous,  a  cartilaginous,  and  a  bony  stage.  _  Their 
development,  which  as  a  rule  takes  place  first  in  the  anterior  part 
of  the  body  and  then  extends  gradually  backwards,  is  usually 
entirely  independent  of  the  vertebral  column,  their  connection  with 
it  being  a  secondary  one.1  ' 

Fishes  and  Dipnoi.— The  cartilaginous  or  bony  ribs  are 
attached  to  the  basal  processes  already  described,  and  extend 
ventro-laterally  from  the  corresponding  vertebrae.  ine 
ribs  of  Fishes  show  a  very  primitive  condition,  usually  extending 
along  the  whole  length  of  the  vertebral  column  (Lophobraiichn, 
Spatularia).  In  rare  cases  they  are  absent,  though  many  Fishes 
only  possess  rudimentary  ribs  (many  bony  Fishes  Elasmobranchs). 

In  others  as  in  numerous  Teleosteans  and  Ganoids,  they  are 
verv  well  developed,  and  encircle  the  body-cavity  like  the  hoops  ot 
a  cask ;  but  they  never  unite  together  in  the  mid-ventral  line. 

The  relations  of  the  anterior  portion  of  tire  vertebral  column l  to  the  auditory 
organ  in  certain  Teleosteans  will  be  described  later  (see  p.  20/). 

'  Amphibia.-In  the  ribs  of  Amphibia  there  are  evident 
signs  of  degeneration;  as  a  rule  they  are  confined  to  the  region  of 
he  trunk,  or  at  most  they  extend  in  certain  Urodeles  in a  very 
rudimentary  form  as  far  as  the  first  two  caudal  vertebra,  in  othei 
case  as  in  the  tailless  Batrachia,  they  are  so  remarkably  short 
Sat  they  can  no  longer  be  said  to  encircle  the  body-cavity.  In 
many  ILra  the  ribslre  not  distinctly  articulated,  as  they  become 
fused  with  the  broad  transverse  processes  (*ig.  6*,  Aj. 

The  ribs  of  Urodeles  are  forked  at  *dr proxM  f^^^ 

KM  and  StTen  S  USEl-Si SSSStt  ribs  of  Mammals 
are  to  be  explained  in  the  same  manner.   

»  The  ribs  of  Ganoids  and  possibly  also  those »  ^^"idVK  tS 
enUrely  ^J^^^  KSral  colunm. 


lower  arc 
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Excepting  the  first,  all  the  trunk  vertebrae  are  usually  provided 
with  ribs  in  TJrodeles  :  ribless  (lumbar)  vertebras  are  met  with  very 
rarely  (Spelerpes). 

Reptiles,  Birds,  and  Mammals. — In  these,  well-developed 
ribs  are  always  present,  and  more  or  fewer  of  them  almost  always 
unite  ventrally  with  a  breast-bone  or  sternum.  Those  which 
unite  with  the  sternum  are  sometimes  spoken  of  as  "true,"  the 
others  as  "  false  "  ribs. 


Cr 


Fig.  36. — Skeleton  of  the  Trunk  of  a  Falcox. 

S'  ^tLte?0?  Cmml  f°/  hTff    C,a'  COracoid>  which  articulates  with  tile 
sternum  (St)  at  t;  Fi  (CI),  furcula  clavicles) ;  Cr,  keel  of  sternum  :  V  vertebral 
and  Sp,  sternal,  portion  of  rib ;  Un,  uncinate  process  '  VenoDrfU' 


The  ribs  of  Snakes  show  the  least  amount  of  differentiation 
lor,  without  giving  rise  to  a  sternum,  they  extend  along  the  whole 
trunk  from  the  third  cervical  vertebra  to  the  anus,\nd  retain 
throughout  a  similar  form  and  size.  In  Lizards,  where  a  dorsal 
bony  and  a  ventral  cartilaginous  portion  can  be  distinguished  three 
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or  four  ribs  reach  to  the  sternum,1  and  are  not  always  completely 
segmented  off  from  it. 

The  ribs  of  Birds  exhibit  a  much  more  marked  segmentation 
into  vertebral  and  sternal  portions,  and  this  evidently  stands  in 
relation  to  respiration;  they  moreover  develop  so-called  unci- 
nate processes  (Fig.  36,  Un).  In  this  latter,  as  in  many  other 
points,  they  show  a  relation  to  certain  Reptiles  (viz.  Hatteria  and 
Crocodiles). 

The  rihs  of  Archeeopteryx  are  of  special  interest,  as  they  are  more  simi- 
lar to  those  of  Reptiles  than  to  those  of  Birds,  though  they  do  not  closely 
resemble  the  former.  Their  structure  is  delicate,  their  ends  are  pointed, 
and  no  uncinate  processes  have  been  observed  :  in  transverse  section  they  are 
ellipsoidal,  and  not  flattened  like  those  of  Birds.  Whether  a  connection  with 
a  breast-bone  existed  is  not  certainly  proved,  as  nothing  is  known  of  a  sternum 
or  of  sternal  ribs.  The  breast-bone  must  at  any  rate  have  been  very  small,  as 
the  «  abdominal  ribs  "  extend  far  forwards  ;  it  was  probably  provided  with  a 
keel,  for  the  quills  of  the  wing  aTe  well  developed. 


FlG_  37.  —Costal  Akch  or  Man. 
WV   centrum  of  vertebra  ;  Pt,  transverse  process  ;  Ps,  nSural  spine  ;  Op,  body  of 
^bTSToSlK  Co,  neck;  Tb,  tuberosum;  Kn,  cartdagmous  (sternal) 


rib  ;  St,  sternum. 


It  has  already  been  mentioned  that  the  cervical  ribs  and  transverse 
process^  may  becLe  united  together  in  representatives  of  a 1  the  Amnio  a 
and  the  En  between  the  ribs  and  dermal  plates  m  Chelomans  may  be 
here  noted. 

In  the  true  ribs  of  Mammals,  and  especially  in  those  of  Man 
a  capitulum,  a  neck,  atuberculum,  and  a  body  may  be  distinguished 
?Fi-  37).    The  capitulum  articulates  with  the  centrum,  and  the 
tuberculum  with  the  transverse  process  of  the  vertebra.  The 
number  of  ribs  which  reach  the  sternum  varies  considerably. 

place  m  Crocodiles  and  watici  i  ,      „  ,  f  th  T  as  Enaliosaurus  of 

?ib8»)  occur  in  numerous  fossil  ^utffo^J™  possessed  twelve  to  thirteen 
the  Jurassic,  Pterodactylus,  &c.);_   ^chaopteiy         Olonfounded  with  the  remains 

m  the  Chameleon  and  certain  Birds  (W.  K.  J  aikerj. 
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Development  teaches  us  that  in  the  cervical,  lumbar,  and  sacral 
regions,  where  no  ribs  are  apparent  in  the  adult,  they  are  present  in  the 
embryo,  even  in  Man,  and  this  points  back  to  primitive  conditions. 
The  rudimentary  character  and  variety  in  size  of  the  eleventh  and 
twelfth  ribs  of  Man  shows  that  they  are  gradually  disappearing 
(cp.  p.  53) :  a  gradual  shortening  of  the  thoracic  portion  of  the 
vertebral  column  and  a  corresponding  lengthening  of  the  cervical 
and  lumbar  regions  is  also  taking  place  in  Mammals  generally,  and 
thus  the  following  general  rule  may  be  stated: — The  reduction 
in  the  number  of  ribs  is  correlated  with  a  higher  stage 
in  development  of  the  Vertebrate  body. 

It  has  already  been  mentioned  that  sacral  ribs  are  developed, 
aud  it  is  only  necessary  to  add  that  this  statement  holds  good  for 
all  Vertebrates.  In  other  words  :  the  pelvis  is  always  sup- 
ported by  sacral  ribs,  whether  these  remain  differentiated 
throughout  life  (Urodeles),  or  whether  they  fuse  with  the  corre- 
sponding transverse  processes  of  the  sacral  vertebrae  (Amniota). 


III.  STERNUM. 


Never  present  in  Fishes,  the  sternum  appears  for  the  first  time 
in  Amphibians  in  the  form  of  a  small  variously-shaped  plate  of 
cartilage  situated  in  the  middle  line  of  the  chest  (Figs.  38  and  74,  St). 
It  originates  from  two  cartilaginous  rods  lying  in  the  inscriptiones 
tendinese  of  the  thoracic  region,  with  which  the  coracoids,  or  rather 
the  epicoracoid  plates  of  the  pectoral  arch  come  into  more  or  less 
close  connection  (Fig.  38,  St,  Co1).  In  many  tailless  Batrachians  (e.g. 
Rana),  the  ventral  portion  of  the  pectoral  arch  is  continued  forwards 
in  the  middle  line  as  a  slender  bone  tipped  with  cartilage — the 
"omo-sternum"  (Parker)  (Fig.  38,  Ep).  The  phylogenesis  of  the 
Amphibian  sternum  is  still  entirely  unknown,  and  it  is  doubtful 
whether  it  ought  to  be  placed  in  the  same  category  with  the  simi- 
larly named  structure  in  the  Amniota.  In  the  latter,  the  sternum 
has  a  costal  origin,  and  is  due  to  a  number  of  ribs  on  either  side  of 
the  middle  line  running  together  to  form  a  continuous  cartilaginous 
tract.  An  unpaired  cartilaginous  sternal  plate  is  formed  by  the 
tract  of  either  side  becoming  more  or  less  completely  fused  with  its 
iellow,  and  from  this  plate  the  ribs  become  secondarily  segmented 
i  -1  w-n formatlon  of  true  articulations.  Later  it  may  become 
calcified  (Reptiles),  or  converted  into  true  bone  (Birds,  Mammals) 
in  Reptiles,  Birds,  and  Monotremes  the  coracoids  (Fio-  75  Co  Co1) 
always  come  into  direct  connection  with  the  upper  or  the  lateral 

S9  St  °<7o)     Stermim  (C°mP"  Flg-  36,  St>  and  Ca>  and  FiSs"  38  and 

The  sternum  is  greatly  developed  in  Birds,  and  consists  of  a 
broad  plate,  usually  ("Carinate  Birds")  provided  with  a  projecting 
keel  (crista  sterni),  which  forms  a  point  of  origin  for  the  win g- 

E  2 
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j'IGt  38,  Ventral  Portion  of  the  Pectoral  Arch  of  Bana  esculcnta, 

St  bonv.  and  Kn,  cartilaginous  sternum  (xiphistemum) ;  S,  scapula;  KC,  carti- 


Fig  39  -Pectoral  Arch  and  Sternum  of  a  Gecko 
{Hcmidactylus  verrucosus). 

7?   rih,  •  St   cartilaginous  cornua  to  winch  tlie  last  pair  of  ribs  is 
sternum    -K,  ribs  ,  m,  cal\n'1^  Q     coracoid ;   Co\  cartilaginous 

CT,  clavicle  ;  0,  glenoid  cavity  for  the  humerus. 
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muscles.  In  contrast  to  these,  the  Ratitas  ("  Cursorial  Birds")  are 
c  haracterised  by  a  broad,  slightly-arched,  shield-like  sternum  without 
a  keel. 

In  both  cases  the  sternum  arises  in  two  bauds  connected  with  ribs,  a  greater 
number  often  taking  part  in  its  formation  than  are  present  in  the  adult. 
According  to  Lindsay,  the  two  parts  of  this  costal  sternum,  corresponding 
to  the  breast-bone  of  Eeptiles  and  Mammals,  become  connected  by  a  portion, 
the  metastcrnum,  which  gives  rise  to  the  median  and  posterior  portion  of 
the  sternum  of  the  adult.  In  the  Ratitas,  the  metasternum,  which  probably 
arises  from  the  fused  edges  of  the  costal  portion,  remains  partly  cartilaginous 
in  the  adult.  In  the  Carinatae,  it  gives  rise  to  a  median  ventral  outgrowth, 
the  keel.  This  generally  arises  at  the  time  of  the  fusion  of  the  two  halves, 
but  in  some  cases  there  appears  to  be  a  tendency  for  it  to  become  differentiated 
from  the  rest  of  the  sternum.  It  is  either  ossified  by  the  fusion  of  a  pair  of 
lateral  bony  centres,  or  else  by  means  of  a  separate  endosteal  (see  p.  63)  centre. 

Thus  the  keel  of  the  Bird's  sternum  is  probably  of  late  phylogenetic 
development,  arising  in  correlation  with  the  large  development  of  the 
pectoral  muscles,  and  having  no  relationship  to  the  interclavicle  of  Reptiles, 
as  is  often  asserted. 

A  far  greater  number  of  ribs  are  as  a  rule  concerned  in  the 
formation  of  the  breast-bone  of  Mammals  than  is  the  case  in 


ABC 


Fig.  40.— A,  Sternum  of  Fox  ;  B,  of  Walrus  ;  and  C,  of  Man. 
Mb,  manubrium  ;  C,  body  ;  Pe,  xiphoid  process  ;  R,  ribs. 

Reptiles  and  Birds.  Consisting  at  first  of  a  simple  cartilaginous 
plate,  it  later  _  becomes  segmented  into  definite  bony  regions,  the 
number  of  which  originally  corresponds  to  the  affixed  ribs  (Fig.  40, 
A,  B).  But  in  other  cases,  as,  for  instance,  in  Primates,  the 
individual  bony  segments  usually  run  together  to  form  a  long  plate 
(corpus  sterni),  of  which  the  proximal  end  becomes  differen- 
tiated into  the  so-called  manubrium,  and  the  distal  end  into  the 
xiphoid  process  (processus  ensiformis).  The  latter  (Fig.  40, 
C,  Pe)  owes  its  origin  in  the  embryo  to  the  ventral  fusion  of  a  true 
pair  of  ribs,  arising  independently  or  as  a  direct  continuation  of 
the  primary  sternal  tracts,  from  which  it  later  becomes  segmented 
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off,  and,  like  the  manubrium,  ossified  from  a  special  centre.  Tims, 
in  Man,  an  embryonic  stage  exists  in  which  the  eighth  pair  of  ribs 
are  connected  with  the  xiphoid  process. 
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IV.  THE  SKULL. 


Theory  of  the  Segmentation  of  the  Skull. 

In  the  skull,  as  in  the  vertebral  column,  three  stages  may- 
be distinguished  ontogenetically  as  well  as  phylogenetically, 
viz.,  a  membranous,  a  cartilaginous,  and  a  bony  stage. 
There  is  thus  an  important  correspondence  between  these  two 
parts  of  the  vertebral  axis,  which  is  considerably  increased  by 
the  following  facts. 

The  notochord  always  extends  for  a  certain  distance  into  the 
base  of  the  skull,  so  that  the  latter  has  a  similar  origin  to,  and  is 
developed  as  a  direct  continuation  of,  the  vertebral  axis.  Still 
more  important  is  the  fact  that  a  series  ofmesoblastic  somites 
(proto vertebra?)  give  origin  to  the  greater  part  of  the  head  as 
well  as  to  the  main  dorsal  section  of  the  trunk  in  the  embryo, 
so  that  both  show  a  metameric  mode  of  origin.  Out  of  these 
somites,  each  of  which  encloses  a  cavity  originating  from  the 
ccelome,  are  formed  the  muscles  of  this  region  as  well  as  the 
foundation  of  the  proper  cranial  capsule.  As  development 
advances,  the  original  segmented  arrangement  gradually  disappears, 
and  thus  the  cranium,  especially  in  the  lowest  Vertebrates,  as,  for 
instance,  in  Cartilaginous  Fishes,  forms  a  continuous  structure. 

A  cartilaginous  system  of  arches,  which  often  later  become 
ossified,  arises  in  serial  order  on  the  ventral  side  of  the  brain-case ; 
these  encircle  the  anterior  part  of  the  alimentary  tract  like  hoops 
and  are  distinguished  from  the  cranial  region  as  the  visceral 
skeleton  The  latter  stands  in  important  relation  to  gill-breathing, 
inasmuch  as  each  consecutive  pair  of  arches  enclose  a  passage 
(a-ill-slit)  communicating  between  the  pharynx  and  the  exterior; 
this  is  lined  by  endoderm,  and  through  it  the  water  passes 
The  foremost  visceral  arch  bounds  the  aperture  of  the  mouth,  and 
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forming  thus  a  firm  support  for  it,  gives  rise  to  the  skeleton  of 
the  jaws,  as  well  as,  in  higher  types,  to  the  main  part  of  the  facial 
skeleton.  The  arches  lying  posterior  to  this  function  primarily  as 
gill-supports. 


Fig.  41.— Diagram  showing  the  Primitive  Metamerio  Condition 

of  the  Head. 


E,  E,  epiblast,  which  at  N  is  invaginated  to  form  the  primitive  olfactory  pit,  the 
epithelium  of  which  is  supplied  by  the  olfactory  nerve  (07/);  M,  oral  involu- 
tion ;  I,  first  somite,  from  which  arise  the  superior,  internal,  and  inferior 
rectus,  and  inferior  oblique  muscles ;  II,  second  somite,  from  which  the 
superior  oblique  muscle  originates ;  III,  third  somite,  which  gives  rise  to  the 
external  rectus  ;  IV,  V,  VI,  fourth,  fifth,  and  sixth  somites  :  only  the  sixth 
gives  rise  to  muscle-rudiments  ;  VII,  VIII,  IX,  seventh,  eighth,  and  ninth 
somites,  from  which  the  muscles  extending  from  the  skull  to  the  pectoral  arch 
arise  :  the  anterior  part  of  the  sterno-hyoid  is  also  formed  in  this  region  ;  a  and 
b  indicate  the  first  somites  of  the  trunk;  III,  oculomotor,  IV,  trochlear, 
VI,  abducent,  and  XII1  to  X1P,  hypoglossal  nerves.  All  the  above-named 
nerves  correspond  to  ventral  roots  of  the  nerves  belonging  to  the  head-somites, 
I,  11,  III,  VII,  VIII,  and  IX.  The  ventral  nerves  belonging  to  somites 
1 V,  V,  and  VI  are  not  known  :  they  probably  lie  in  the  territory  of  tire  tri- 
geminal. UpV,  ramus  ophthalmicus  profundus  of  the  trigeminal,  the  dorsal 
nerve  of  the  first  somite;  V,  the  rest  of  the  trigeminal,  the  dorsal  nerve  of  the 
second  somite,  supplying  the  maxillary  and  mandibular  regions  ;  VII,  VIII, 
the  acustico-facialis,  the  dorsal  nerve  of  the  third  and  fourth  somites,  supplying 
the  first  primitive  gill-cleft  (spiracle)  (1)  ;  IX,  glossopharyngeal,  the  dorsal 
nerve  of  the  fifth  somite,  supplying  the  second  gill-cleft  (2) ;  X1  to  X4,  vagus,  the 
dorsal  nerves  of  the  sixth  to  the  ninth  somites,  supplying  the  third  to  the  sixth 
gill-clefts  (3  to  6) ;  /Si;1,  Sv1,  ventral,  and  Sd1,  Sd2,  dorsal,  roots  of  the  two  first 
spinal  nerves;  in,  first  (mandibular)  visceral  arch;  h,  second  (hyoid)  arch; 
b1  to  ¥',  the  five  branchial  arches  ;  B1,  R2,  first  and  second  ribs. 

On  viewing  the  serial  arrangement  of  the  visceral  arches,  one 
might  be  tempted  to  explain  them  as  being  homodynamous  with 
ribs,  and  to  consider  this,  as  well  as  the  corresponding  distribu- 
tion of  the  branchial  nerves  as  a  further  support  for  supposing 
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for  the  head  a  metameric  origin  of  the  same  nature  as  that  of 
the  body.  This,  however,  is  not  admissible,  inasmuch  as  the  above- 
described  segmentation  of  the  visceral  section  of  the  skull  by 
the  formation  of  gill-slits  does  not  correspond  to  a  segmentation 
of  the  same  nature  as  that  seen  in  the  body,  but  arises  quite 
independently.  To  express  it  briefly — Metamerism  does  not 
correspond  to  branchiomerism.  It  follows  that  a  direct 
parallelism  of  the  branchial  nerves  to  the  intercostal  nerves — which 
correspond  with-  truuk-metameres  —  does  not  exist,  and  the  attempt 
to  solve  the  problem  of  the  Vertebrate  skull  by  indirect  methods, 
i.e.  those  of  Comparative  Anatomy,  must  lead  to  crude  theories  and 
false  conclusions. 

The  result  of  the  above  considerations  may  be  shortly  expressed 
as  follows : — 

1.  The  Vertebrate  skull  is  not  a  structure  sui  generis,  but  has 
been  derived  by  a  metamorphosis  of  the  most  anterior  section  of 
the  skeleton  of  the  body. 

2.  The  proof  of  this  lies  in  the  common  origin  of  both  the 
cranial  and  vertebral  skeleton  out  of  the  protovertebrse  (somites, 
metameres). 

3.  The  skull  is  divided  into  two  main  sections,  a  dorsal  and  a 
ventral.  The  former  encloses  the  brain,  and  is  spoken  of  as  the 
cranium,  while  the  latter  lies  in  the  region  of  the  fore-part  of  the 
alimentary  tube,  has  primitively  to  do  with  branchial  respiration, 
and  is  called  the  visceral  skeleton. 

4.  The  cranial  section  alone  is  to  be  looked  upon  as  made  up  of 
a  series  of  mesoblastic  somites  :  the  segmentation  of  the  visceral 
skeleton  must  be  regarded  as  a  secondary  acquisition,  for  the  gill- 
arches  are  developed  as  secondary  supports  for  the  hypoblastic 
gill-clefts. 

5.  The  attempt  to  explain  the  adult  skull  as  a  series  ot 
vertebras1  fails  completely;  it  is  a  question  of  protovertebrse 
(somites)  only,  and  thus  is  one  that  can  only  be  solved  along  the 
lines  of  Embryology,  and  not  those  of  Comparative  Anatomy. 

6.  The  number  of  mesoblastic  somites  concerned  in  the 
formation  of  the  skull  may  be  fixed  at  nine,2  according  to  researches 
up  to  the  present  time  on  Cyclostomes,  Elasmobranchs,  and  Am- 
phibians. In  no  case  are  there  fewer,— in  many  instances  possibly 
more. 

i  Kosenber*  has,  however,  shown  that  in  Carcharias  glaucus,  but  apparently 
not  in  other  Selachians,  the  portion  of  the  cranium  lying  between  the  exit  of  the 
va^us  and  the  vertebral  column  is  clearly  composed  of  three  vertebrae,  which  gra- 
dually fuse  with,  and  constitute  a  part  of,  the  occipital  region  of  the  skull  (Gadow 
finds  four  vertebra;  in  embryos  of  Carcharias  which  thus  become  modified).  It  follows 
that  the  cartilaginous  cranium  is  not  completely  homologous  throughout  the  Verte- 
brata  ;  the  skull  of  Carcharias  con-responds  with  that  of  Scyllium,  for  instance,  plus 
certain  of  the  anterior  vertebra;.  . 

Sagcmehl  has  found  a  somewhat  similar  modification  in  Ganoids. 

«  Beard,  in  a  recent  paper,  increases  tho  number  of  segments  m  the  head  m 
Sharks  to  eleven. 
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a.  Brain-Case  (Cranium). 

The  first  cartilaginous  rudiments  appear  in  the  primitively 
membranous  skull  tube  in  the  form  of  a  pair  of  rods,  the 
trabecule  cranii.  These  lie  along  the  base  of  the  brain,  their 
posterior  part  embracing  the  notochord,  and  they  thus  are  divisible 
into  prochordal  (anterior)  and  parachordal  (posterior)  regions 
(Fig.  42,  Tr).  The  parachordal  tract  may  extend  further  along  the 
notochord  as  a  direct  backward  growth  of  the  trabeculse,  or  as  one 
or  two  separate  cartilaginous  tracts  (Fig.  42,  PE).  The  para- 
chordals soon  unite  to  form  a  basilar  plate,  which  grows  round 
the  notochord  dorsally  and  ventrally,  and  thus  early  forms  a  solid 
support  for  the  brain.  The  slender  trabeculaB  project  forwards 
and  enclose  a  space,  which  may  be  spoken  of  as  the  primitive 
pituitary  space  (Fig.  42,  PE). 


Fig.  42.— First  Cartilaginous  Eudiments  of  the  Skull. 

0,  notochord  ;  PE,  separate  parachordal   elements ;    Tr,  trabecuta  cranii  •  PR 
pituitary  space ;  N,  A,  0,  the  three  sense-capsules  (olfactory,  optic',  and 


v™These  structures  may  become  further  developed  in  many 
different  ways  m  the  various  Vertebrate  groups  :  either  the  trabecule 
become  completely  united  with  one  another  in  the  median  line 
(*ig.  4d,  A,  Ir),  or  the  connective-tissue  of  the  oral  mucous  mem- 
brane becomes  ossified  to  form  a  parasphenoid  (Fig  43  B  Ps) 
In  other  cases,  the  trabeculae  may  become  compressed  and  partly 
aborted  owing  to  the  great  development  of  the  eyes;  this  obtains 
m  certain  Teleosteans  and  Reptiles  and  in  all  Birds,  where  a  fibro- 
cartaiaginous  interorbital  septum  appears  in  their  place  (Fig.  43 
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In  most  cases  a  median  cartilaginous  bar  (intertrabecula)  is  formed 
between  the  trabecular  in  front,  fusing  with  them,  and  forming  the  ethmo-nasal 
septum.    It  occasionally  projects  forwards  to  form  a  rostrum. 

We  must  now  follow  further  the  processes  of  growth,  taking  as 
a  foundation  the  primary  condition  of  things  described  above,  in 
which  the  trabecular  have  united  together  in  the  middle  line.  The 


Fig.  43. — Diagrammatic  Transverse  Sections,  of  the  Head  in  Embryo— 
(A)  Sturgeons,  Elasmobranchs,  Anura,  and  Mammals  ;  (B)  Urodeles  and 
Snakes  ;  and  (C)  Certain  Teleosteans,  Lizards,  Crocodiles,  Uhelonians, 
and  Birds. 

Tr,  trabecular  cranii  ;  G,  brain  ;  A,  eyes  ;  Ps,  parasphenoid  ;  JS,  interorbital  septum  ; 

F,  frontal ;  Olf,  olfactory  nerve. 

cartilaginous  basal  plate  now  comes  into  relations  with  the  olfactory, 
optic,  and  auditory  organs  by  the  formation  of  processes  which 
serve — particularly  in  the  case  of  the  olfactory  and  auditory 


Fig.  44.— Second  Stage  in  the  Development  oe  the  Primobdial  Skull. 


maratus— to  connect  the  skull  with  the  cartilaginous  sense-cap- 
les  and  thus  to  act  as  supports  for  them.  Thus  an  olfactory, 
i  orbital,  and  an  auditory  region  are  early  differentiated. 


c 


A 
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While  the  first  and  the  last  of  these  are  gradually  surrounded 
by  cartilage,  and,  especially  in  higher  types,  more  and  more  drawn 
in  to  the  skull  proper,  the  lateral  walls  of  the  basal  plate  become 
raised  up,  and  begin  to  grow  round  the  brain  on  both  sides, 
eventually  extending  even  to  the  dorsal  region.  Thus  a  con- 
tinuous cartilaginous  capsule  is  formed,  such  as  persists  through- 
out life  in  Elasmobranchs  for  example.  But  in  by  far  the  greater 
number  of  Vertebrates,  the  cartilage  does  not  play  so  great  a  part, 
and  is,  as  a  rule,  confined  to  the  base  and  lower  parts  of  the  sides 
of  the  skull  and  to  the  sense-capsules,  except  in  the  occipital 
region,  where  it  always  extends  over  the  brain.  The  rest  of  the 
skull,  more  particularly  the  roof,  becomes  directly  converted  from 
membrane  into  bone.  Thus  it  may  be  stated  generally,  that  the 
higher  the  systematic  position  of  the  animal,  the  less 
extensive  are  the  cartilaginous  constituents  and  the 
more  important  the  bony. 


h,  The  Visceral  Skeleton. 

The  skeletal  parts  of  the  visceral  arches,  always  formed  in 
hyaline  cartilage,  encircle  the  anterior  section  of  the  alimentary 
canal,  lying  embedded  in  the  inner  part  of  the  walls  of  the  throat 


Fig.  45. — Diagrammatic  Transverse  Section  of  the  Third  Stage  in  the 
Development  of  the  Primordial  Skull. 

0,  notochord  ;  Tr,  trabecule,  which  enclose  the  brain  (C)  ventrally  and  laterally  ; 
0,  auditory  capsule  ;  HE,  the  cavity  of  the  pharynx,  enclosed  by  the  visceral 
skeleton  ;  1  to  4,  the  individual  elements  composing  each  visceral  arch  which 
latter  is  united  with  its  fellow  by  a  basal  piece  (Cp). 

(Figs.  45  and  46,  5,  B).  Always  present  in  a  greater  number  (up  to 
as  many  as  nine)  in  gill-breathing  animals  than  in  higher  types,  they 
gradually  become  reduced,  so  that  in  the  Amniota  the  remains  of 
the  three  or  four  anterior  at  most  are  seen :  they  further  undergo 
a  change  of  function,  for  all  but  the  first  of  these  take  on  definite 
relations  to  the  auditory  organ  and  larynx. 

The  most  anterior  arch,  serving  as  a  support  for  the  walls  of 
tne  mouth  and  receiving  its  nerve  supply  from  the  trigeminal, 
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arises  first,  and  is  distinguished  from  the  other  or  post-oral  arches 
as  the  mandibular  arch.  The  post-oral  arches  only,  function  as  gill- 
bearers  in  the  adult  fish  :  even  the  first  of  these,  the  hyoid,  which 


Co  \  Oa  to  B  S 

Fig.  46. — Diagram  showing  the  Relations  of  the  Embryonic  Visceral 

Skeleton. 

N,  nasal  capsule  ;  A,  eye  ;  0,  auditory  capsule  ;  Tr,  trabecular,  which,  from  being 
bent  down  anteriorly  (t),  again  extend  forwards  in  a  line  with  the  vertebral 
axis  ;  M,  Meckel's  cartilage  ;  Qu,  quadrate  ;  Hy,  hyoid  arch  ;  B,  B,  branchial 
arches,  between  which  are  seen  the  gill-clefts  ;  S,  spiracle ;  Co,  Co,  basi-hyoid 
and  basi-branchials. 

is  supplied  by  the  facial  nerve,  becomes  modified  from  those 
lying  behind  it:  the  latter,  or  branchial  arches  proper,  are 
supplied  by  the  glossopharyngeal  and  vagus.  Nevertheless, 


\rrjTJTX. 


Fig  47  -Semi-diagrammatic  Figure  of  an  Elasmobranch  Skull,  showing 
the  Relations  of  the  Segmental  Cranial  Nerves. 

xt  naaal  capsule  ■  A  eye  ;  0,  auditory  capsule  ;  Tr,  trabecula ;  Q  and  PQ,  "padrate 
a  to  *  branchial  arches,  between  which  the  gill-clefts  (I  to  V)  are  seen  A, 
palatine  branch  ;  IX,  glossopharyngeal ;  X,  vagus. 

evervthina  goes  to  prove  that  formerly  a  time  existed  in  which  all 
Z arches  must  have  borne  gills,  and  m  the  embryos  of 

ffia)? IfZXolJ  up  into  different  (as  many  as  four)  pieces,  of 
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which  the  uppermost  becomes  inserted  under  the  base  of  the 
skull,  while  the  lowermost  comes  to  lie  ventrally,  and  is  connected 
with  its  fellow  by  a  median  piece,  or  basi-branchial  (Fig.  45,  1 
to  4,  Op). 

The  two  anterior  visceral  arches  also  undergo  a  segmentation. 
Thus  the  first  becomes  divided  into  a  short  proximal  piece,  the 
quadrate,  and  into  a  long  distal  Meckel's  cartilage  (Fig.  46, 
Qu,  M).  The  quadrate  grows  out  anteriorly  into  a  process,  the 
palato quadrate  or  palatopterygoid  (Figs.  47  and  48,  A  to  C, 
PQ),  which  becomes  fixed  to  the  base  of  the  skull,  and  thus  forms  a 
sort  of  primary  upper  jaw. 

The  quadrate,  which  serves  as  a  support  (suspensorium)  for  the 
lower  jaw,  either  remains  separated  from  the  skull  by  an  articu- 
lation, that  is,  is  only  united  to  it  by  connective-tissue,  or  it  forms 
one  mass  with  it. 

The  hyoid  arch, — which  always  stands  in  close  relations  to  the 
mandibular,  and  may  also  take  part  in  its  suspensorial  apparatus,1 


Fig.  48. — Semi-diagrammatic  Figures  of  the  Suspensorial  Apparatus  in 
Various  Vertebrates.  (Mainly  after  Gegenbaur.)  A,  Notidanus  ;  B,  Other 
Elasmobranchs  ;  C,  Torpedo  ;  D,  Teleosteans  ;  E,  Amphibians,  Reptiles, 
and  Birds  ;  F,  Mammals. 

M,  Meckel's  cartilage  ;  PQ,  palate-quadrate  ;  Hm,  hvomandibular ;  hy,  hyoid 
arch  ;  Sij,  symplectic  ;  Q  (in  D  and  E),  quadrate  ;  Q  (in  F),  articular  (malleus), 
and  Ql,  quadrate  (incus),  both  of  which  lie  in  the  tympanic  cavity  (P)  ;  hl, 
styloid  process,  connected  with  the  anterior  (lesser)  corner  of  the  hyoid  (h)  by 
the  stylohyoid  ligament,  indicated  by  the  dotted  lines  ;  6,  the  posterior  (greater) 
cornu,  andc,  the  body  of  the  hyoid  in  Mammals. 


—becomes  divided,  as  do  the  true  branchial  arches,  into  a  great 
number  of  pieces  (Fishes),  which  are  distinguished  from  above 
downwards  as  hyomandibular,  symplectic,  and  hyoid  in  a 
narrower  sense  (Fig.  48,  A  to  D,  Em,  Sy,  Jiy).  In  the  mid-ventral 
line  there  is  a  basi-hyal  connecting  the  arch  of  each  side,  and  this 
becomes  ossified,  and  is  embedded  in  the  tongue  as  the  entoo-lossal 
or  glossohyal.  ° 


The  Bones  of  the  Skull. 


Two  kinds  of  bone,  genetically  distinct,  maybe  distinguished, 
one  arising  within  cartilage,  the  other  in  connective-tissue,  in  those 

orif'inAas°rS^Dttni  Meck^™^2™nd  the  palatopterygoid  are  separate  in 
SS&^^JSS^^}^  ™*  «*  thePso-cnl,,l 
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regions  of  the  skull  which  are  only  membranous.1  Again  in  other 
cases,  true  bones  are  not  formed  at  all,  there  being  only  a  calcareous 
incrustation  of  the  cartilage  (calcified  cartilage). 

The  bones  arising  in  the  membranous  regions  of  the  skull  come 
under  the  category  of  the  dermal  skeleton  and,  as  already  men- 
tioned with  regard  to  the  latter,  are  to  be  looked  upon  as  originat- 
ing genetically  (Amphibia,  Fishes)  or  phylogenetically  (Amniota) 
in  connection  with  tooth-structures.  In  this  manner,  the  bones 
of  the  mouth-cavity  of  Fishes  and  Amphibians,  for  instance,  still 
arise,  and  this  will  not  surprise  us  when  Ave  remember  that  the 
epithelium  of  the  oral  cavity  is  formed  by  invagination  of  the 
outer  skin. 

This  mode  of  origin  of  the  first  skull-bones  appears 
to  be  the  oldest  or  most  primitive,  and  it  is  most  apparent 
in  the  lower  Vertebrates  (Fishes).  This  holds  good  also  for 
those  cases  in  which  bones  are  formed  merely  by  deposition  of  cal- 
careous matter  directly  in  the  connective-tissue  layer,  without 
giving  rise  to  tooth-structures  (e.g.  in  all  investing  bones,- — those, 
for  instance,  of  the  roof  of  the  skull  of  all  Vertebrates  from  the 
Amphibia  to  the  Mammalia)  :  this  may  be  looked  upon  as  an 
abbreviated  development. 

The  phylogenetically  younger  endochondral  hones  appear  first  in  the 
Anura  and  onwards,  though  in  Urodeles  only  the  perichondral  mode  of  origin 
is  seen,  and  even  in  Anura  this  mode  occurs  largely.  Not  unfrequently, 
endochondral  bones  and  investing  bones  come  into  apposition,  and  fuse  together. 
Thus  it  may  happen  that  in  the  course  of  generations  an  investing  bone  may 
take  the  place  of  a  cartilage  bone,  and  the  formation  of  cartilage  be  entirely 
suppressed,  and  not  repeated  again  ontogenetically. 

The  following  lists  give  a  summary  of  the  most  important 
bones  according  to  their  different  relations  to  the  skull. 

I.  Bones  of  the  Mouth  Cavity  (partly  lying  within  it, 
partly  bounding  it  on  the  outer  side). 

1.  Parasphenoid. 

2.  Vomer. 

3.  Premaxilla. 

4.  Maxilla. 
Investing     5.  Jugal. 

Bones.       6.  Quadratojugal  (in  part). 

7.  Dentary. 

8.  Splenial. 

9.  Angular. 

10.  Supra-angular. 

11.  Coronoid. 

12.  Palatine. 

13.  Pterygoid.  

1  The  different  varieties  of  ossification  may  be  conveniently  classified  as  follows  :— 
T   Mpmhrnnp  Bones     («)  Dermostoses— ossifications  of  the  derma;  (b) 
Paiosfo^s-o^ 

catons of  the  inner  layer  of  the  fibrous  investment  (perichondrium)  of  a  tract  of 
cartilage    these  may  extend  into  the  latter,  replacing  it,  and  thus  give  rise  to 

I  Cartilage  Bones,  which  may,  however,  also  be  formed  independently,  a 
bony d^SttSSglSK within  the  cartilage  itself  (endostosis). 
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II.  Bones  of  the  Outer  Surface  (enumerated  from  before 
backwards). 

1.  Premaxilla. 

2.  Maxilla. 

3.  Nasal. 

4.  Lacrymal. 

5.  Frontal. 

6.  Prefrontal  (of  Eeptiles). 

7.  Postfrontal  or  postorbital. 

8.  Supraorbital. 

9.  Parietal. 

10.  Temporal  or  squamosal. 

11.  Supraoccipital  (in  part). 


Investing  < 
Bones. 


III.  Cartilage  Bones. 


1. 
2. 
3. 
4. 

5. 


Basioccipital  \  Present  onl   ^  Amniota  (forming  the  base  of  the 
Basisphenoid  V  slmU)/ 
Prespnenoid  J  ' 
Exoccipital  (supraoccipital,  in  part). 

Pro-,  epi-,  and  opisthotic,  also  sphenotic  and  pterotic  (in  Teleostei), 
(forming  the  bony  auditory  capsule). 

Ali^0"  |  sPnen°id,  developed  in  the  trabecular  region. 

8.  Ethmoid,  together  with  the  rest  of  the  cartilaginous  skeleton  of  the 

nose  (septum,  turbinals,  &c). 

9.  Quadrate. 

10.  Articular. 

11.  Visceral  skeleton  (in  part). 


6. 
7. 


Anatomy  of  the  Skull. 
Special  Part, 
a.  Fishes. 

The  skulls  of  Fishes  vary  so  greatly  in  their  details  that  only  a 
general  outline  can  be  given  here. 

In  the  suctorial  Fishes,  or  Cyclostomes,  the  skull  is  deve- 
loped essentially  in  the  manner  described  already  for  all  Verte- 
brates. Later,  however,  the  form  of  the  skull  shows  so  many 
peculiarities,  probably  in  consequence  of  the  suctorial  (Petromyzon) 
or  parasitic  (Myxine)mode  of  life  of  these  animals,  that  it  becomes 
quite  abnormal.  The  most  important  peculiarity  is  the  absence  of 
proper  jaws  such  as  those  of  other  Vertebrates ;  for  this  reason 
these  Fishes  are  called  Cyclostomata  to  distinguish  them  from 
the  other  Vertebrates  or  Gnathostomata.  Their  visceral  skeleton, 
consisting  of  ca  delicate  cartilaginous  basketwork,  also  shows  many 
peculiarities  (Fig.  49),  such  as,  for  instance,  its  very  superficial 
position  ;  we  may  accordingly  speak  of  these  cartilages  as  "  extra- 
branchials." 


COMPARATIVE  ANATOMY. 


The  skull  of  Elasmobranchs  presents  the  simplest  conditions 
and  most  easily  comprehensible  relations,  so  that  it  may  be  taken 
as  the  starting-point  for  the  study  of  the  skull  of  all  other 
Vertebrates.    It  consists  of  a  simple  cartilaginous  and  fibrous 


Fig.  49. — Skull  and  Branchial  Basket  of  Petromyzon planeri. 

Lb,  labial  cartilage  ;  B,  cartilaginous  ring-shaped  support  of  the  suctorial  mouth  : 
A,  B,  0,  three  other  supporting  plates  of  the  suctorial  mouth;  ZB,  lingual 
cartilage  ;  Na,  external  nostril ;  N,  nasal  sac  ;  Tr,  trabeculae  ;  PQ,  palato- 
quadrate  ;  SS,  fibrous  cranial  tube,  which  is  cut  through  behind  at  MC  (medul- 
lary canal)  ;  OB,  auditory  capsule  ;  ffy,  hyoid  ;  Ko,  gill-openings  ;  t,  posterior 
(pericardial)  cartilage  of  the  branchial  basket ;  *,*,  transverse  bars  of  the  branchial 
basket ;  G,  notochord. 

capsule  either  immovably  united  with  the  vertebral  column 
(Squalidae)  or  connected  with  it  by  articulations  (Rays  and 
Chimserae). 


Met 

Fig.  50. — Skull  of  Ecptanchus. 

vertebral  column;  GK,  auditory  capsule;  PF,  AF  postorbital  and  ant- 
nrWKl  mocesses 7  Orb,  orbit  ;  B,  rostrum  ;  NK,  nasal  capsule  ;  t,  region  of 
arS^on of Si  p^toquad'rate'  (PQ)  with  the  skull ;  0,  articulatmn  of  lower 
jaw  ;  Md,  mandible  ;  Z,  teeth. 

True  bones  are  never  developed,  the  cartilage  being  merely 
calcified;  the  palatoquadrate  and  the  lower  jaw  are  nevertheless 
richly  provided  with  teeth  (Fig.  50,  Z). 
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The  olfactory  sacs  lie  in  the  ventro-lateral  parts  of  the  nasal 
region,  which  is  often  elongated  to  form  a  long  cut-water  or  rostrum 
(intertrabecula).  Behind  this  are  seen  the  deep  orbital  hollows 
(Figs.  50  and  51),  which  are  bounded  posteriorly  by  the  strongly 
projecting  auditory  regions  (GK). 

The  palatoquadrate  is  usually  only  united  to  the  basis  cranii  by  ligaments, 
but  in  the  Chimamie  it  becomes  immovably  fused  with  it,  whence  their  name 
of  Holocephali.  In  some  forms,  the  palatoquadrate  is  not  directly  united  to 
the  skull,  but  is  suspended  from  it  by  the  upper  segment  of  the  hyoid  arch  or 
hyomandibular  (Fig.  51,  Hm).  In  this  case  the  skull  may  be  described  as 
hyostylic,  to  distinguish  it  from  autostylic  skulls,  in  which  the  hyoid 
takes  no  part  in  the  suspensorium.  A  cleft,  the  spiracle,  lies  on  the 
anterior  border  of  the  hyomandibular,  and  leads  into  the  cavity  of  the  mouth, 
and  on  its  walls  may  be  found  remnants  of  the  embryonic  spiracular 
(mandibular)  gill. 

The  branchial  skeleton  is  always  richly  developed,  owing  to 
secondary  segmentation  and  fusion  of  its  parts,  and  exhibits 
characteristic  modifications.  On  the  outer  circumference  of  each 
branchial  arch  radially-arranged  cartilaginous  rays  are  developed, 


Fig.  51.— Cranial  Skeleton  of  Raja  oxyrhyncha. 

OK,  auditory  capsule  ;  Orb,  orbit ;  NK,  nasal  capsule  ;  R,  rostrum  ;  LK  LK"1 
labial  cartilages  ;  Sp,  spiracular  cartilage  ;  SP',  spiracle  ;  PQ,  palatoquadrate  ; 
Md  mandible  ;  Hm,  hyomandibular  ;  Ivy,  hyoid  ;  /  to  V,  first  to  fifth  branchial 
arches  ;  a,  b,  c,  d,  the  individual  segments  of  the  branchial  arches,  viz  the  plia- 
ryngo-,  epi-,  cerato-,  and  hypohranchials  ;  t,  point  of  union  of  the  fourth  and 
null  branchial  arches  ;  Op,  basibranchials. 


which  serve  as  supports  for  the  gill-sacs.  They  are  present  also 
on  the  hyomandibular  and  hyoid,  and  rudiments  of  mandibular 
rays  are  present  in  Sharks. 

While  in  Elasmobranchs  the  gill-slits  open  freely  on  to  the  sur- 
face of  the  body,  in  Chimseraa  a  fold  of  skin  arising  from  the 
hinder  border  of  the  hyomandibular,  lies  over  them.  This  is  the 
first  indication  of  a  gill-cover  or  operculum,  such  as  we  shall 
meet  with  again  in  Teleosteans  and  Ganoids. 

F 
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Amongst  the  Ganoids,  the  Lowest  condition  is  met  with  in 
those  forms  in  which  the  hyaline  primordial  skull,  immovably 
fixed  to  the  vertebral  column,  is  still  retained.  These  forms  are 
spoken  of  as  Cartilaginous  Ganoids.  The  appearance  of 
definite  bones,  however,  divides  them  sharply  off  from  the  Elas- 
mobranchs,  and  proves  their  skull  to  be  at  a  much  higher  stage  of 
development.  These  bones  have  the  form  of  richly  sculptured 
plates  and  shields,  and  are  developed  partly  from  the  mucous 
membrane  of  the  mouth  (as  for  instance  the  parasphenoid,  which 
lies  along  the  base  of  the  skull),  and  partly  from  the  outer  skin 
(compare  the  chapter  on  the  dermal  skeleton,  p.  32). 


Fig.  52. — Cranial  Skeleton  of  Sturgeon  (Acipenscr)  after  Removal  of  the 

EXOSKELETAL  PARTS. 


W'S,  vertebral  column;  SpN,  apertures  for  spinal  nerves;  Psp,  spinous  processes; 
Ob,  neural  arches  ;  C,  notochord  ;  GK,  auditory  capsule  ;  PF,  AF,  postorbital 
and  antorbital  processes  ;  Orb,  orbit  ;  II,  optic  foramen  ;  x,  vagus  foramen  ; 
Na,  nasal  cavity  ;  B,  rostrum  ;  *,  prominent  ridge  on  the  basis  uranii ;  Ps,  Ps1, 
Ps",  parasphenoid;  PQ,  palatoquadrate ;  Qu,  quadrate;  Md,  mandible;  De, 
dentary;  Ar,  articular  ;  Mm,  hyomandibular  ;  Sy,  symplectic ;  Ih,  interhyal ; 
hy,  hyoid  ;  J  to  V,  first  to  fifth  branchial  arches,  with  their  segments— the 
double  pharyngo-branchial  (a),  the  epibrancbial  (b),  the  cerato-branchial  (c),  and 
the  hypobnmchial  (d) ;  Cop,  basal  elements  of  the  visceral  skeleton  ;  Hi,  ribs. 

This  dermal  skeleton  attains  to  a  much  more  considerable 
development  in  a  second  group  of  these  Fishes— the  bony 
Ganoids — and  gives  rise  to  a  strong  armour  composed  of  numerous 
pieces  lying  on  the  roof  of  the  skull  (Fig.  53).  The  ossifications  are 
not  restricted  to  the  outer  surface,  but  extend  into  all  parts  of  the 
skull,  as,  for  instance,  the  trabecular  regions  and  the  lower  jaw ; 
the  cartilage  thus  becomes  greatly  reduced. 

The  branchial  skeleton  in  Ganoids  consists  of  four  or  five  more 
or  less  strongly  ossified  gill-arches,  decreasing  in  size  antero- 
posteriorly.  in  bony  Ganoids  the  surface  which  looks  towards  the 
throat  is  beset  with  teeth.  A  gill-cover,  often  supported  by  several 
bony  pieces,  is  always  present.  _ 

In  the  form  of  their  skull,  the  Dipnoi  show  many  points  ol  con- 
nection with  Elasmobranchs,  Ganoids,  Teleosteans,  and  Urodeles. 
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In  other  points,  however,  they  differ  considerably  from  all  these  ; 
and  it  is  clear  that  the  last-named  group  cannot  have  been  directly 
derived  from  them.  The  suspensorium,  as  well  as  the  very  massive 
palatoquadrate  bar,  fuses  with  the  skull,  and,  as  in  Amia  calva  (a 
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Fig.  53.— Skull  of  Polyplerus  bichir  from  the  Dorsal  Side. 
Pmx,  prernaxilla  ;  Ma,  external  nostril ;  2V,  nasal  ;  Sb,  Sb\  anterior  and  posterior 
suborbital;  Orb  orbit  ;  M,  maxilla;  Sp,  spiracnlar  bones;  PO,  preoperculum  (?) ; 
SO,  suboperculum  -  Op,  operculum  ;  F,  frontal ;  P,  parietal ;  a,  b,  c,  d,  supra- 
occipital  shields.  Ihe  two  arrows  pointing  downwards  under  the  spiracular 
shields  show  the  position  of  the  openings  of  the  spiracles  on  to  the  outer  surface 


bony  Ganoid),  even  some  of  the  anterior  vertebra  with  distinct 
neural  arches  and  transverse  processes  are  united  with  the  occipital 
region  of  the  cranium  (Fig.  54,  W,  W*).    (Cp.  note  on  p.  56 ) 

Posterior  in  addition  to  anterior  nasal  apertures 
appear  in  the  Dipnoi  for  the  first  time:  this  is  an  indication  of 
air-  breathing. 

Cranial  bones  arc  not  nearly  so  numerous  as  in  Ganoids,  and 
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the  underlying  hyaline  primordial  skull  persists  entirely  (Cera- 
todus),  or  to  a  large  extent.    Gill-covers  and  branchiostegal  rays 


Fig.  54.— Cranial  Skeleton,  Pectoral  Arch,  and  Anterior  Extremity  of 

Protoptcrus. 

W,  W1,  the  vertebrae  which  are  fused  with  the  skull,  with  their  spinous  processes 
{Psp,  Psp^);  Occ,  supraoccipital,  with  the  hypoglossal  foramina;  Ob,  auditory 
capsule  ;  Tr,  trabecula,  with  the  foramina  for  the  trigeminal  and  facial  nerves  ; 
FP,  fronto-parietal  ;  St.,  membranous  fontanelle,  perforated  by  the  optic  foramen 
(II)  ;  SK,  supra-orbital  ;  SE,  supra-ethmoid  ;  NK,  cartilaginous  nasal  capsule  ; 
AF,  antorbital  process  (the  labial  cartilage,  which  has  a  similar  position  and  direc- 
tion, is  not  indicated) ;  PQ,  palatoquadrate,  which  converges  towards  its  fellow 
of  the  other  side  at  PQ1  ;  Sq,  squamosal,  covering  the  quadrate  ;  A,A\  articular 
joined  to  the  hyoid  (Hy)  by  a  fibrous  band  {B) ;  V,  external  dentary  ;  ft,  Meckel  s 
cartilage,  which  is  freely  exposed,  and  grows  out  into  prominences  ;  SL, .ena- 
melled ridge  ;  a,  b,  teeth  ;  Op,  Op\  rudimentary  opercular  bones  ;  /  to  VI,  the 
six  branchial  arches  ;  KB,  cranial  ribs  ;  LK,  MK,  lateral  and  median  bony  lamellae, 
which  ensheathe  the  cartilage  of  the  pectoral  arch  (Kn,  Kv>)  ;  co,  fibrous  band, 
which  binds  the  upper  end  of  the  pectoral  arch  with  the  skull ;  x,  articular 
head  of  the  pectoral  arch,  with  which  the  basal  segment  (6)  of  the  free  extremity 
articulates  ;  *  *  rudimentary  lateral  rays  of  the  extremity  (biserial  type)  ;  i,  A  °> 
the  three  next  segments  of  the  free  extremity. 

are  present,  though  greatly  reduced,  and  even  the  five  or  six  car- 
tilaginous gill-arches  are  in  a  very  rudimentary  condition.  The 
sharp,  blade-like  teeth,  covered  with  enamel,  deserve  notice. 

Teleostei.— In  this  group,  the  skull  presents  a  large  amount 
of  variation  ;  its  ground-plan,  however,  may  always  be  derived  from 
that  of  the  bony  Ganoids,  and  more  particularly  from  Anna 
calva  On  the  other  hand,  no  relations  with  the  Amphibia  are 
observable,  and  we  must  consider  the  whole  group  of  the  bony 
Fishes  as  a  side  branch  of  the  piscine  phylum. 
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Much  of  the  cartilaginous  primordial  skull  persists  in  most 
Teleostei;  the  cranial  cavity,  in  all  skulls  described  up  to  the 
present  time,  may  either  reach  between  the  eyes  as  far  as  the 
ethmoidal  region,  or  it  may  become  narrowed  and  arrested  in 
the  orbital  region  (Fig.  43,  C). 

The  palatoquadrate  bar  becomes  differentiated  into  a  perfect 
row  of  bony  plates,  which  are  described  as  quadrate,  meso-  and 
metapterygoid,  pterygoid,  and  palatine.  In  the  occipital  and 
auditory  regions,  as  well  as  on  the  dorsal  surface  of  the  skull, 
numerous  groups  of  bone  are  developed,  which  cannot  be  further 
described  here.  A  canal,  lying  in  the  axis  of  the  base  of  the  skull  of 
many  Teleosteans,  must  be  mentioned  :  it  encloses  the  eye-muscles, 
and  opens  on  each  side  into  the  orbits. 


Fig.  55. — Cuanial  Skeleton  or  Tkout. 


Ep,  epiotic  ;  Ptc,  pterotic  ;  Sph,  sphenotic  ;  Os,  supraoccipital  ;  P,  parietal  ;  F, 
frontal  ;  S'p.cth,  supra-ethmoid  ;  Can,  aperture  of  the  canal  for  the  olfactory 
nerve  ;  Nl,  nasal  ;  Pmx,  premaxilla  ;  M,  M1,  maxilla  ;  Ig,  jugal ;  Ms,  rneso- 
pterygoid  ;  Mtp,  metapterygoid  ;  ooo,  orbital  ring ;  Hm,  hyomandibular ;  s, 
symplectic  ;  Qu,  quadrate ;  Pr,  preoperculum  ;  lop,  interoperculum  ;  Sop,  sub- 
operculum  ;  Op,  operculum  ;  BsS,  branchiostegal  rays  ;  Ar,  articular ;  Be, 
dentary  ;  A,  eye. 


All  the  bones  bounding  the  oral  cavity,  viz.,  the  vomer,  the 
parasphenoid,  the  premaxilla,  and  the  maxilla,  may  bear  teeth. 
The  maxilla,  however,  is  usually  edentulous,  and  both  it  and  the 
premaxilla  vary  much  as  to  their  development:  the  latter  may 
even  be  absent. 

Besides  the  above-mentioned  palatoquadrate  bar,  the  proper 
cranial  capsule  of  Teleosteans  is  surrounded  by  other  outworks 
consisting  of  plates  and  bars.  These  arise  as  dermal  bones  in  the 
region  of  the  eyes  (orbital  ring)  (Fig.  55,  ooo),  and  in  the  gill- 
covers  (opercular  bones)  (Fig.  55,  Pr,  Op,  Sop,  lop).  A  large, 
number  of  branchiostegal  rays  are  developed  in  the  ventral  parts 
of  the  opercular  fold,  or  branchiostegal  membrane  (Fig.  bo, BsS). 
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Anteriorly,  the  opercular  apparatus  lies  against  a  bony  chain 
consisting  of  three  pieces — the  hyomandibular,  symplectic,  and 
quadrate — which  serves  as  a  suspensorial  apparatus  for  the  lower 
jaw  (Fig.  55,  Hm,  8,  Qu,  and  Fig.  48,  D).  The  latter  consists  of 
Meckel's  cartilage  and  of  several  bony  elements,  the  largest  of  which 
is  called  the  dentary  (Fig.  55,  De).  The  others  are  the  articular 
(Fig.  55,  At),  angular,  and  coronoid.  The  last,  however,  is  as  a 
rule  absent,  and  the  angular  may  also  be  wanting. 

A  curious  asymmetry  is  seen  in  the  head  of  adult  Pleuronectidac.  When 
hatched,  these  Fishes  are  quite  symmetrical,  but  later  on  the  eye  of  one 
side  becomes  rotated,  so  that  eventually  both  eyes  come  to  lie  on  the  same  side  ; 
in  consequence  of  this,  the  skull  also  becomes  asymmetrical. 


B.  Amphibia. 

Urodela. — The  skull  of  tailed  Amphibians  is  distinguished 
from  that  of  Fishes  principally  by  negative  characters, — on  the  one 
hand  by  the  presence  of  less  cartilage  in  the  adult,  and  on  the 
other  by  a  reduction  in  the  number  of  bones.  In  short,  it  presents 
altogether  a  much  simpler  plan,  reminding  us  of  that  of  Ganoids 
and  Elasmobranchs.  This  is  seen,  for  instance,  in  the  larval  con- 
dition (Fig.  56),  in  which  the  chondrocranium  still  plays  a  great 
part,  its  auditory,  nasal,  and  orbital  regions  having  the  relations 
described  in  the  introduction  to  this  chapter.  The  auditory  cap- 
sules (Figs.  56  to  58,  OB),- — which  are  bound  together  by  cartila- 
ginous basi-  and  supraoccipital  tracts,1  and  generally  become  strongly 
ossified  later, — show  a  new  and  important  arrangement  as  compared 
with  those  of  Fishes  in  the  presence  of  an  aperture,  the  fenestra 
ovalis,  which  looks  outwards  and  downwards  (Figs.  56  and  58, 
Fov).  This  fenestra  is  closed  by  a  cartilaginous  or  bony  plug,  the 
stapes,  and  will  be  spoken  of  again  in  connection  with  the  anatomy 
of  the  auditory  organ. 

In  all  Amphibians  two  condyles  for  articulation  with  the  first 
vertebra  are  developed  on  the  ventral  periphery  of  the  foramen 
magnum  (Figs.  56  to  58,  Gocc). 

The  large  nasal  capsules,  consisting  throughout  life  of  consider- 
able cartilaginous  tracts  (Fig.  57,  Ma),  are  connected  with  the 
auditory  capsules  by  means  of  the  trabeculse,2  which  form  the 
side  walls  of  the  skull,  and  enclose  a  large  cavity.  This  cranial 
cavity  becomes  closed  dorsally  by  the  frontals  and  parietals  (Fig. 

57,  F,  P),  and  ventrally  by  the  parasphenoid  (Figs.  56  and  58, 
Ps),  which  is  sometimes  provided  with  teeth  similar  to  those 
of  many  Teleostei.    In  front  of  it  lie  the  vomers  (Figs.  56  and 

58,  Vo),  which  bound  the  posterior  nostrils,  and  in  adults  each 

1  There  are  never  more  than  rudiments  of  a  supra-  and  basioccipital  in  Anura, 
and  not  even  rudiments  of  these  bones  in  Urodeles.  , 

2  The  trabecule  become  more  or  less  entirely  ossified  as  the  sphcnethmoid  and 
prootics. 
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Via.  56. — Skull  of  a  Young  Fig.         Skull  of  Salamandra  atra 

A x olotl.    (Ventral  view. )  (Adult.)  (Dorsal  view.) 


7/h.v  Ci 


Fig.  58. — Skull  of  Salamandra  atra  (Adult).  (Ventral  view.) 
T r,  trabecula  ;  OB,  auditory  capsule  ;  Fov,  fenestra  ovalis,  closed  on  one  side  by 
the  stapes  {St)  ;  Lett,  ligament  between  the  stapes  and  suspensorium  ;  Cocc,  occi- 
pital condyles  ;  Bp,  cartilaginous  basilar  plate  between  the  auditory  capsules  ; 
Gap,  dorsal  tract  of  the  occipital  cartilage  ;  IN,  internasal  plate,  which  extends 
laterally  to  form  processes  (TF  and  AF)  bounding  the  posterior  nostrils  (Ch); 
NK,  nasal  capsule  ;  Can,  nasal  cavity  ;  Na,  external  nostrils  ;  II,  foramen  for  the 
olfactory  nerve  ;  Z,  tongue-like  outgrowth  (intertrabecula)  of  the  internasal 
plate,  which  forms  a  roof  for  the  internasal  cavity  (Fig.  57)  ;  Qu,  quadrate  ;  Ptc, 
cartilaginous  pterygoid;  Pot,  otic  process,  pod,  pedicle,  and  Pa,  ascending 
process,  of  the  quadrate  ;  Ps,  parasphenoid  ;  Pi,  bony  pterygoid  ;  Vo,  vomer  ; 
PI,  palatine  ;  Pp,  palatine  process  of  maxilla  ;  Vop,  vomero-palatiue  ;  Pmx, 
premaxilla  ;  M,  maxilla  ;  Os,  sphenethmoid  ;  As,  prooiic  ;  A",  nasal  ;  Pf,  pre- 
frontal,  perforated  at  D  for  the  lacrymal  duct;  F,  frontal;  P,  parietal;  Sou, 
squamosal ;  //,  optic,  V,  trigeminal,  and  VII,  facial  foramen  ;  IV,  point  of 
entrance  of  the  nasal  branch'  of  the  fifth  nerve  into  the  nasal  capsule. 
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becomes  fused  with  the  corresponding  palatine  (Ficr.  58,  Vop) 
which  forms  a  delicate  bar  lying  on  the  ventral  surface  of  the 
parasphenoid.  These  relations  are  secondary,  for  in  the  larval 
condition  a  typical  palatoquadrate  or  pterygopalatine  bar  is  present 
(Fig.  56,  Pt,  Pic,  PI). 

On  the  outer  side  of  the  vomer  lies  the  maxilla  (Figs.  56  to  58 
M),  and  in  front  of  this  a  premaxilla  (Pmx)  which  usually  encloses', 
or  at  least  bounds  a  cavity.    The  latter  bone  extends  on  to  the 
dorsal  surface  of  the  skull,  and  abuts  against  the  nasal,  behind 
which  usually  follows  a  prefrontal  (Fig.  57,  N,  Pf). 

The  suspensorium  is  much  more  simple  than  that  of  Fishes, 
as  a  glance  at  the  diagrammatic  Fig.  48,  E,  will  show.  It  con- 
sists of  the  quadrate  only,  which  secondarily  becomes  fused  with 
the  skull,  and  on  the  outer  surface  of  which  an  investing  bone,  the 
squamosal,  becomes  developed  (Figs.  56  to  58,  Sqv). 

The  skull  of  the  Gymnophiona,  which  is  characterised  hy  its  extreme 
strength  and  solidity,  reminds  us  of  that  of  the  fossil  genera  of  Amphibia  of 
the  Carboniferous  period.  It  shows  in  many  points  a  certain  relationship  to 
the  skull  of  Anura,  and  is  of  great  interest  on  account  of  the  very  complicated 
structure  of  the  nasal  capsule  (compare  the  chapter  on  the  olfactory  organ). 


Fig.  59. — Skull  of  Rana  esculenkt.  (Ventral  view.)  (After  Ecker.) 
The  investing  bones  are  removed  on  the  right  side. 
Cocc,  occipital  condyles  ;  Olat,  exoccipital ;  GK,  auditory  capsule  ;  Qu,  quadrate  ; 
Qjg,  quadratojugal  ;  Pro,  prootic  ;  Ps,  parasphenoid  ;  As,  alisphenoid  region  ; 
Pt,  bony  pterygoid  ;  PP,  pnlatopterygoid  ;  FP,  frontoparietal ;  E,  sphonethmoid 
(girdle-bone)  ;  Pal,  palatine  ;  Vo,  vomer  ;  M,  maxilla  ;  Pmx,  premaxilla  ; 
N,  Nl,  cartilaginous  supports  of  the  nose ;  //,  V,  VI,  foramina  for  optic,  tri- 
geminal, and  abducent  nerves. 

Anura. — The  skull  of  the  tailless  Batrachia  is  at  first  sight  yen- 
similar  to  that  of  Urodeles.  It  undergoes,  however,  an  essentially 
different  and  much  more  complicated  development,,  reminding 
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one  in  certain  points  of  that  of  Petromyzon,  and  it  cannot  there- 
fore be  derived  in  any  way  directly  from  that  of  Urodeles. 

A  suctorial  mouth,  provided  with  labial  cartilages  and  horny 
teeth,  is  present  in  the  larva.   Far  more  important,  however,  is  the 
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Fig.  60.— Hyobkanchial  Apparatus  of  Urodeles.  A,  Axolotl  (Sircdon  pisci- 
formis);  B,  Salamandra  maculala  ;  C,  Triton  cristatus  ;  D,  Spelcrpes  fuscus. 

Bbr  I,  II,  first  and  second  basibranchial  ;  KcE,  ceratohyal  ;  HpII,  hypohyal  ; 
Kebr  I,  II,  first  and  second  ceratcbranchial ;  Epbr  I  to  IV,  first  to  fourth  cpi- 
branchial  ;  KB,  KIP,  small  anterior  and  posterior  pairs  of  cormia  ;  O.lh,  thyroid 
bone  ;  G.lh,  thyroid  gland. 

formation  of  membranous  and  cartilaginous  walls  to  the  tympanic 
cavity,  which  is  closed  externally  by  a  tympanic  membrane, 
while  internally  it  opens  into  the  mouth  by  a  Eustachian  aperture. 
The  palatoquadrate  bar  unites  anteriorly  with  the  lateral  part  of 
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the  cartilaginous  nasal  capsule  (compare  the  chapter  on  the  auditory 
organ,  p.  199). 

With  the  exception  of  certain  small  regions  on  the  dorsal  side, 
the  skull  of  Anura  consists  of  a  complete  cartilaginous  box :  in  the 
adult  the  bones  are  not  so  numerous  as  in  Urodeles,  and  the  frontal 
and  parietal  of  either  side  as  a  rule  fuse  together,  thus  giving  rise 
to  a  fron to-parietal.  The  maxillary  bar  grows  backwards  much 
further  than  in  Urodeles,  and  becomes  connected  with  the  suspen- 
sorium  by  means  of  a  small  intermediate  bone,  the  quadratojugal 
(Fig.  59,  Qjg).  For  the  relations  of  the  bones  bounding  the  mouth- 
cavity,  compare  Fig.  59. 

With  the  exception  of  the  lower  jaw,  the  visceral  skeleton 
of  Urodeles  undergoes  various  modifications  in  the  different  types. 
We  may  consider  the  ground-form,  as  present  in  the  larva,  to 
consist  of  five  pairs  of  bars.  The  anterior  pair,  or  hyoid,  consists 
of  two  pieces  (Fig.  60,  A,  HpR,  KeH),  as  do  also  the  two  first 
branchial  arches  (Kcbr  I,  II,  Ephr  I,  II).  The  third  and  fourth 
branchial  arches  are  much  smaller,  and  each  is  composed  of  a 
single  segment  (Epbr  III,  IV).  All  the  above-named  arches  are 
connected  with  their  fellows  the  other  side  by  means  of  a  single 
or  double  basal  piece  (Fig.  60,  Ebr  I  a.nd  Bbr  II).  At  the  close  of 
larval  life,  when  the  lungs  come  into  use,  the  two  hinder  pairs  of 
arches  disappear  entirely,  while  the  two  anterior  pairs  undergo 
changes  as  regards  form  and  position,  and  become  more  or  less 
strongly  ossified  (Fig.  60,  B,  C).  In  the  genus  Spelerpes,  which 
possesses  a  sling-like  tongue,  the  lateral  (dorsal)  segment  of  the 
first  true  gill-arch  (epibranchial  /)  gi'ows  out  into  a  long  cartila- 
ginous filament,  which  extends  far  back  under  the  skin  of  the  back 
(Fig.  60,  D). 

In  the  Anura  there  is  a  much  greater  reduction  of  the 
branchial  skeleton  at  the  close  of  larval  life  than  in  Urodeles.  In 
the  larva,  the  main  skeletal  part  consists  of  superficial  branchial 
cartilages  (extra-branchials),  which  form  a  continuous  structure 
comparable  to  the  branchial  basket-work  of  the  Lamprey.  A  hyoid 
and  small  rudiments  of  the  four  proper  internal  branchial  arches  are, 
however,  present  behind  the  mandible. 


c.  Reptilia. 

The  relationship  between  the  skulls  of  Reptiles  and  Birds  is  very 
close,  while  both  are  widely  separated  from  those  of  Amphibians 
and  Mammals. 

Excepting  in  the  ethmoidal  region,  the  whole  chondrocranium 
becomes  almost  obliterated  by  an  extensive  process  of  ossification. 

In  Snakes,  Amphisbaenians,  and  Crocodiles,  the  cranial  cavity 
extends  forwards  between  the  orbits  as  far  as  the  ethmoidal  region, 
while  in  Lacertilia  and  Chelonia— in  which  a  fibro-cartilagmous 
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interorbital  septum  perforated  by  the  olfactory  nerve  is  present— it 
is  arrested  in  the  orbital  region  (compare  p.  57). 

The  parasphenoid,  which  plays  so  important  a  part  as  an 
investing  bone  of  the  roof  of  the  mouth  in  Fishes  and  Amphibians, 
begins  to  disappear ;  amongst  Reptiles  it  only  attains  to  any  im- 
portant development  in  Snakes,  where  the  anterior  part  remains, 
and  forms  the  base  of  the  interorbital  region.  Its  place  is  taken 
by  two  cartdage  bones,  the  basioccipital  and  basisphenoid,  situated 
along  the  basis  cranii.  In  contradistinction  to  the  Amphibia,  only 
a  single  condyle  connects  the  skull  with  the  vertebral  column  ; 
this,  on  close  examination,  is  seen  to  be  formed  of  three  parts 
(basioccipital  and  exoccipitals). 

The  roofing  bones  of  the  skull  are  well  developed,  as  in 
Teleostei,  while  the  trabecular  region  (ali-  and  orbitosphenoids) 
becomes  of  secondary  importance,  its  place  being  taken  by  processes 
growing  downwards  from  the  frontal  and  parietal,  especially  in 
Snakes.  The  parietals  are  usually  confluent  in  the  adult,  and  in 
Lacertilia  are  perforated  by  an  aperture  (parietal  foramen). 

For  the  topographical  relations  of  the  several  bones  to  one 
another  compare  Figs.  61  to  04.  It  will  be  seen  in  them  that  the 
ground-plan  of  the  TJrodele  skull,  already  somewhat  fully  explained, 
is  here  fundamentally  retained. 

Anew  element,  the  transverse  bone  (Figs.  61,  62,  and  64,  Ts), 
extending  from  the  maxilla  to  the  pterygoid,  appears,  except  in 
Chelonia  and  Typhlopidaa.  An  imperfect  circumorbital  ring  of 
bones  present  in  Lizards  is  also  worthy  of  mention.  The  dentition 
is  stronger  than  in  the  forms  as  yet  described,  and  may  be  borne, 
as  in  Amphibians,  on  the  palatines  and  pterygoids  as  well  as  on 
the  proper  jaw-bones  (Fig.  62,  PI,  Pt).  Rasp-like  sphenoidal 
teeth  are  not  present  in  Reptiles,  and  the  Chelonia  are  altogether 
toothless,  the  free  edge  of  the  jaws  being  covered  by  sharp  horny 
sheaths. 

The  skull  of  Crocodiles  is  of  particular  interest,  owing  to  the 
fact  that  the  palatine  processes  of  the  maxillae  (Fig.  64,  M),  as  well 
as  the  palatines  and  pterygoids  further  behind  (PI  and  Pi),  meet 
together  in  the  middle  line,  and  thus  form  a  secondary  roof  to  the 
mouth-cavity,  separate  from  the  proper  (sphenoidal)  base  of  the 
skull.  The  cavity  thus  formed  closes  in  the  posterior  prolongation 
of  the  nasal  chambers,  in  consequence  of  which  the  latter  become 
sharply  differentiated  from  the  mouth,  and  open  far  back  into  the 
pharynx  (Fig.  64,  Oh).  Thus  the  skull  reaches  a  higher  stage  of 
development,  which,  only  indicated  in  Chelonia,  is  characteristic 
of  Mammals.  In  all  Reptiles  the  suspensorium  consists  mainly 
of  the  quadrate,  which  may  be  loosely  attached  to  the  skull 
(Snakes,1  Lacertilia),  or  firmly  fixed  to  it  (Hatteria,  Chelonia, 

In  Snakes  (Fig.  62,  Qu)  (except  Tortrix),  the  quad  rate  is  only  indirectly  con- 
nected with  the  skull  by  means  .if  H„.  squamosa]  {Squ),  wliicli  extends  backwards, 
ami  thus  throws  the  articulation  of  the  lower  jaw  far  backwards,  giving  rise  to  a  very 
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Fig.  62,  A  and  B. — Skull  of  Snake  (Tropidonolus  natrix). 

Com,  occipital  condyle  ;  Ob,  and  Osp,  suboccipital  ;  OZ,  exoccipital;  ^_feneStra 
ovalis  ;  Pe,  peiiotic  ;  P,  parietal ;  Fp,  parietal  foramen  ;  F,  frontal ;  F>,  post- 
frontal  ■  Pf,  prefrontal  kth,  ethmoid  ;  N,  nasal ;  ito,  external  nostril  ;  Pmx, 
piemaxilla  M,  maxilla ;  0,  0,  orbital  ring  ;  Bp,  basioccipital  ;  Bs  basi- 
Snoid  ;  Oh,  posterior  nostrils  .;  Vo,  vomer  ;  PZ  palatine  ;  Pt  pterygoid ;  Ts 
transverse  bo.  e-,  Qm,  quadrate;  Squ,  squamosal ;  fiifc  ^upratenrporal  ;  Aw, 
jugalTX,  articular  |  J?,  angular  ;  aw,  siipra-nngular  :  Dt,  dentary  ;  77,  optie 

forameui 
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FIG>  63.— Skull  of'  Younu  Water-Tortoise  (Emys europcea).    (Side  view.) 

Osp,  supraoccipital,  which  gives  rise  to  a  crest ;  Pf,  prefrontal  which  forms  a 
great  part  of  the  anterior  boundary  of  the  orbit  ;  I,  point  of  entrance  of  the 
olfactory  nerve  into  the  nasal  capsule  ;  Si,  interorbital  septum  ;  HK,  horny 
sheaths  of  jaws  ;  Qjg,  quadratojugal  ;  Mt,  tympanic  membrane  ;  BP,  carti- 
laginous interval  between  basioccipital  and  basisphenoid  ;  Md,  mandible.  Other 
letters  as  before. 


Coee 

Fm.  61.— Skull  op  a  Young  Crocodile.    (Ventral  view.) 

Cocc,  occipital  condyles  ;  Ob,  basioccipital  ;  Oh,  internal  nostrils  ;  Pi,  pterygoid  ; 
Orb,  orbit ;  PI,  palatine  ;  M,  palatine  process  of  maxilla  ;  Pmx,  premaxilla  ; 
7V*,  transverse  bono  ;  Jg,  jugal  ;  Qj,  quadratojugal  ;  Qu,  quadrate. 
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Chameleontidae,  Crocodilia).  In  most  Lizards  there  is  in  addition 
a  rod-like  bone,  the  epipterygoid,  which  extends  from  the  hind  part 
of  the  pterygoid  to  the  parietals. 

A  number  of  bones  arise  in  connection  with  the  lower  jaw, 
viz.  a  dentary,  angular,  supra-angular,  splenial,  coronoid  and 
articular  (Fig.  62,  Dt,  Ag,  SA,  Art). 

In  correspondence  .with  the  absence  of  branchial  respiration 
during  development,  the  branchial  apparatus  plays  no  great  part  in 
Reptiles,  and  often  only  the  slightest  traces  of  it  are  seen :  thus 
in  Snakes,  for  instance,  only  the  hyoid  remains,  and  this  not 
always.  In  Chelonians  a  basal  piece  (basi-hyo-branchial)  as  well 
as  the  first  branchial  arch  persist  in  addition. 


D.  Birds. 

The  skull  of  Birds  is  formed  on  the  same  plan  as  that  of 
Reptiles,  and  more  particularly  of  Lizards,  although  it  exhibits  a 
greater  proportional  development  of  the  brain-case  (Fig.  65).  The 
skull  of  Archseopteryx  was  essentially  similar  to  that  of  existing 
Birds,  and  the  bones  were  firmly  united  together.  Teeth  were, 
however,  present  in  both  upper  and  lower  jaws,  and  the  fact  that 
the  pre  maxillae  were  toothed  probably  indicates  that  no  horny  beak 
was  present  (compare  the  chapter  on  teeth). 

All  the  bones  have  a  tendency  to  run  together  by  the  obliter- 
ation of  the  sutures  originally  present  between  them,  and  they  thus 
give  rise  to  a  united  mass  largely  formed  of  endochondral  bones. 
It  is  only  in  the  region  of  the  nose  that  the  cartilage  persists 
throughout  life  to  any  extent,  and  even  here  not  always.  In  contrast 
to  all  the  Vertebrata  as  yet  considered,  the  unpaired  occipital  condyle 
no  longer  lies  at  the  posterior  boundary  of  the  skull,  but  becomes 
moved  downwards  and  forwards  along  the  base  of  the  skull,  so  that 
the  axis  of  the  latter  lies  at  an  angle  with  that  of  the  vertebral 
column.  The  basis  cranii  is  formed  by  a  basioccipital  and  a 
basisphenoid,  from  which  latter  a  bony  rostrum,  the  remains  of 
the  anterior  part  of  the  parasphenoid,  extends  forwards.  The 
posterior  part  of  the  parasphenoid  persists  as  a  large  plate,  the 
basitemporal,  which  underlies  the  basisphenoid  and  part  of 
the  basioccipital.  Above  the  rostrum  a  small  presphenoid  is  present 
in  the  embryo. 

All  the  bones  are  delicate  and  spongy,  and  thus  contrast  greatly 
with  those  of  Reptiles,  in  which  they  are  often  of  an  ivory-like 
structure.  (With  regard  to  the  pneumaticity  of  the  bones, 
already  referred  to  in  Crocodiles  and  certain  fossil  Reptiles,  consult 

wide  gape.  In  most  Snakes,  and  particularly  in  the  Viperine  forms  (cp.  Fig.  176,  A), 
the  facial  bones  are  capable  of  movement  upon  one  another,  but  in  Typhlops  they  are 
immovably  connected  with  the  skull.  The  two  rami  of  the  mandible  are  connected 
by  a  more  or  less  elastic  ligament. 


TILL  SKILL. 


IG.  05.— Skull  of  a  Wild  Duck  (Anas  boschas).  A,  from  above;  B,  from  below  ; 

C,  from  the  aide. 

Is,  alisphenoid  ;  ag,  angular ;  ar,  articular  ;  a.pj,  anterior  palatine  foramen  ;  b.t, 
basitemporal  ;  b.o,  basioccipital ;  b.pg,  basipterygoid  ;  b.s,  basisphenoid  ;  d, 
dentary  ;  e.n,  external  nostrils  ;  eth,  ethmoid  ;  e.o,  exoccipital  ;  e.u,  Eustachian 
aperture  ;  fr,  frontal ;  f.m,  foramen  magnum  ;  i.c,  foramen  for  internal  carotid 
artery  ;  /,  jugal  ;  Ic,  lacrymal  :  mx.p,  maxillopalatinc  process  ;  vix,  maxilla  ; 
n,  nasal ;  n.px,  nasal  process  of  the  premaxilla  ;  px,  premaxilla  ;  p,  parietal ;  ps, 
presphenoid ;  pg,  pterygoid;  pi,  palatine;  p.n,  internal  nostrils;  q,  quadrate; 
q.j,  quadratojugal ;  sq,  squamosal;  s.o,  supraoceipital ;  ty,  tympanic  cavity; 
r,  vomer ;  //,  foramen  for  optic  nerve  ;  V,  for  trigeminal  ;  IX,  X,  for  glosso- 
pharyngeal ami  vagus  ;  XII,  for  hypoglossal. 
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the  chapter  on  the  respiratory  system.)  '  A  complete  bony  palate 
like  that  of  Crocodiles  is  never  present;1  so  that  the  Bird's  skull 
here  manifests  a  decidedly  lower  stage  of  development  than  that 
of  the  higher  Reptiles.  The  quadrate  is  nearly  always  movable 
upon  the  skull,  as  is  also  the  whole  maxillopalatine  apparatus,  the 
palatopterygoid  bar  sliding  on  the  rostrum  of  the  basisphenoid, 
and  so  allowing  the  beak  to  be  raised  or  lowered  to  a  greater 
or  less  extent.  This  mobility  of  the  upper  jaw  is  most  marked 
in  Parrots,  in  which  the  frontonasal  joint  forms  a  regular  hinge. 
Teeth  are  no  longer  developed  in  existing  Birds,  their  place  being 
taken  functionally  by  horny  sheaths  covering  the  bones  of  the 
jaw,  and  forming  a  beak.  As  in  Reptiles,  a  fenestra  ovalis  and 
fenestra  rotunda  are  present,  as  well  as  a  tympanic  cavity  opening 
into  the  mouth. 

The  visceral  skeleton  is  greatly  reduced,  though  the  first 
branchial  arch  not  only  persists,  but  may,  as  in  the  Woodpecker, 
grow  out  into  a  pair  of  very  long  jointed  rods  extending  far 
over  the  skull. 

(For  other  details,  compare  Fig.  65,  A,  B,  C.) 


e.  Mammals. 

In  Mammals  there  is  a  much  closer  connection  between  the 
cranial  and  visceral  regions  of  the  skull  than  is  the  case  in  the 
Vertebrates  already  described  (comp.  Figs.  66a  and  b).  In  the 
fully-developed  skull  both  maxillary  and  palatopterygoid  regions 
are  united  to  the  cranium,  though  even  in  Man  a  facial  and  a 
cranial  region  can  be  distinguished.  The  higher  we  pass  in  the 
Mammalian  series,  the  more  does  the  former  come  to  lie  below 
the  latter ;  so  that,  in  the  highest  types,  their  mutual  relations  to 
one  another  can  no  longer  be  so  well  expressed  as  being  before 
and  behind,  as  by  under  and  above.  Thus  in  Man  the  facial 
skeleton  is  proportionately  small  when  contrasted  with  the  great 
cranial  portion,  and  the  reduction  of  the  angle  between  the  basi- 
cranial  and  vertebral  axes  is  carried  still  further  than  m  Birds. 

The  base  of  the  skull  is  preformed  in  cartilage,  as  m  Reptiles 
and  Birds :  the  parasphenoid  has  disappeared  almost  entirely,  the 
anterior  part  of  the  basis  cranii  being  formed  by  the  ossification 
of  the  basal  cartilage,  which  may  be  distinct,  as  a  presphenoid 
(-Marsupials,  Rodents,  and  some  Insectivores),  or  result  from  a 
union  of  the  basal  parts  of  the  two  orbito-sphenoids  :  a  basi- 
sphenoid and  basioccipital  are  always  present.  _  Most  of  the  bones 
of  the  roof  of  the  skull  are  developed  directly  m  the  subcutaneous 

fibrous  membrane.  .  .       .     .        .,  .„ 

The  cranial  cavity  is  closed  in  anteriorly  by  the  cribriform 
plate  of  the  ethmoid,  which  is  perforated  by  the  olfactory  nerves. 
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Turbinate  are  present  in  the  nasal  cavity,  but  are  never  more  than 
rudimentary  in  Oetacea.  For  further  details  as  to  the  o  factory 
and  auditory  capsules  and  their  mode  of  ossification,  as  well  as  the 
formation  of  the  auditory  ossicles,  consult  the  chapters  on  the 


Fig.  66a. — Longitudinal  Vertical  Sections  through  the  Skulls  of — 
A,  Salamandra  maculosa,  B,  Tcstudo  graxa,  and  C,  Corvus  corona,  to  show 
the  Relations  between  the  Cranial  and  Visceral  Portions. 


olfactory  and  auditory  organs.  Remains  of  the  primitive  cartilage 
are  seen  in  the  nasal  region  in  adult  Mammalian  skulls. 

It  has  already  been  stated  that,  as  regards  the  hard  palate, 
Mammals  essentially  agree  with  Crocodiles,  but  the  pterygoids 

a 
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(except  in  Auteaters  and  some  Cetaced)  do  not  take  part  in  its 
formation. 


Fl0   66n  —Longitudinal  Vertical  Sections  through  the  Skulls  of— 
'A,  Deer,  B,  Baboon,  and  C,  Man,  to  show  the  Kelations  between 
tiie  Cranial  and  Visceral  Portions. 

According  to  recent  researches  the  premaxilla  appears  to 
ordinate  primitively  by  a  double  ossification  on  each  side.  In  the 
middle  line  it  bounds  a  canal  which  forms  a  communication  between 
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the  nasal  and  oral  cavities  (incisive  or  naso-palatine  canal).  In  the 
lateral  parts  of  the  face  of  most  Mammals,  the  jugal  or  malar 
connects  the  maxilla  with  a  process  of  the  squamosal  instead  of 
with  the  quadrate,  as  in  Amphibia  and  Sauropsida:  in  Ungulata 


Fig.  67. — Skull  of  Embryo  of  Armadillo  {Tatusia  hyhrida).    (Modified  from  a 

drawing  by  W.  K.  Parker.) 

a.ty,  tympanic  annvdus  ;  cm,  auditory  capsule;  bJiy,  basihyal ;  c.hy,  ceratoliyal  ; 
cr,  cricoid;  d,  dentary  ;  e.hy,  epiliyal ;  e.n,  external  nostril;  eo,  exocnipital ; 
/.frontal;  h.hy,  hypohyal ;  i,  jugal;  in,  incus;  Ic,  lacrymal  ;  mlc,  Meckel's 
cartilage;  ml,  malleus;  nix,  maxilla;  n,  nasal;  oc.c,  occipital  condyle;;?, 
parietal ;  pa,  palatine  ;  px,  premaxilla  ;  so,  supraoccipital ;  st,  stapes ;  s.t, 
superior  turbinal ;  st.m,  stapedius  muscle  ;  sq,  squamosal ;  th,  thyroid  ;  tr, 
trachea  ;  F1,  foramen  for  first,  and  V2  for  second,  division  of  the  trigeminal  ; 
77,  optic  foramen. 


and  Primates,  Avhen  the  jugal  is  also  connected  with  a  process  of 
the  frontal,1  the  orbit  becomes  almost  completely  separated  from 
the  temporal  fossa. 

1  Most  of  the  true  Ruminants  are  provided  with  horns  projecting  from  the  frontal 
bones:  these  are  of  three  kinds  :— 1,  hollow  horns  (in  the  Cavicoruia) ;  2,  solid 
noma  (antlers  of  Cervidse) ;  and  3,  horns  of  the  Giraffe. 

In  the  Cavicoruia  (Bovinaj,  Antelopina;,  Caprinre,  Ovinm)  bony  processes  are 
developed  from  the  frontals,  which  become  enveloped  by  horn  formed  from  the  epi- 
dermis. In  the  Cervida;,  a  membrane  bone  becomes  developed  in  the  derma  round 
each  process  of  the  frontal,  with  which  it  fuses.  This  grows  out  to  form  the  antler,  and 
fitter  attaining  its  fn  1  development,  the  skin  covering  it  dries  up  owing  to  the  develop- 
ing of  the  burr  at  its  base  ;  this  constricts  the  vessels,  and  the  antler,  being 
deprived  of  nutriment,  falls  off.  This  occurs  periodically  at  the  close  of  the  breeding 
™J,r  f  ymniS'''11"";ll>  the  antlers  are  simple,  but  year  by  year  they  become 
S™J lcateda ad  branched.  Giraffes  possess  persistent  antlers  covered  by  hair 
without  any  process  from  the  frontal,  which  do  not  Become  anchylosed  to  the  latter 

The  differentiation  into  "horn-"  and  "antler-bearers"  first  began  in  the  Miocene 
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The  lower  jaw,  each  ramus  of  which  is  composed  of  a  single 
piece,  corresponds  to  the  anterior  portion  only  (dentary,  splenial, 
and  coronoid)  of  the  mandible  of  Sauropsida,  and  it  articulates 
secondarily  with  the  squamosal.  Concerning  the  primary  relations 
of  these  parts,  compare  the  chapter  on  the  auditory  organ  and 
Fig.  67.  The  hyoid  arch  is  often  reduced  to  a  fibrous  band,  the 
stylo-hyoid  ligament,  and  is  connected  proximally  with  the  base  of 
the  auditory  capsule  and  distally  with  the  third  visceral  (that  is, 
the  first  true  branchial)  arch.  The  latter  forms  the  proper  body  of 
the  hyoid  with  its  greater  cornua.  Eemains  of  the  fourth  visceral 
(second  branchial)  arch  are  present  in  some  cases,  as  in  the  Porpoise 
(Phocsena),  for  example.  For  the  air-sinuses  of  the  skull  compare 
the  chapter  on  the  air-sacs  of  Birds. 
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V.  LIMBS. 


The  limbs  or  extremities,  which  are,  as  appendicular  organs, 
distinguished  from  the  axial  organs  (head,  neck,  and  body), 
serve  mainly  for  locomotion,  and  may  be  divided  into  two  groups, 
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the  paired  and  the  unpaired  limbs.  Both  arise  in  Fishes  as 
linear  proliferations  of  the  epiblast,  which  form  four  folds  or  ridges 
-a  dorsal  and  a  ventral,  extending  from  the  hea d  backwards 
to  the  tail,  and  two  lateral  (Fig.  68,  A,  D,  S,  S1).1  Mesoblastic 
elements  extend  into  them  later. 


a.  UNPAIRED  LIMBS. 

The  unpaired  limbs,  which  are  characteristic  of  Fishes,  are 
developed  from  the  dorsal  and  ventral  ridges.  They  either  remain 
continuous  in  their  further  development,  as  in  some  Fishes  and 
tailed  Amphibians,  or  else  certain  parts  undergo  degeneration,  so  that 


I) 


Fig.  68.— Diageam  showing  (A)  the  TJndiffeeentiated  Condition  of  the 
Paieed  and  Unpaieed  Fins  in  the  Embeyo,  and  (B)  the  Manner  in 
which  the  Permanent  Pins  aee  formed  feom  the  Continuous  Folds. 

D,  dorsal  fin-fold  ;  S,  S,  lateral  folds,  which  unite  together  at  /S]  to  form  the  ventral 
fold  ;  RF,  FF,  dorsal  fins  ;  SF,  tail-fin  ;  AF,  anal  fin ;  BrF,  pectoral  fin  ; 
BF,  pelvic  fin  ;  An,  antts. 

they  only  persist  in  certain  regions,  which  are  spoken  of  as  dorsal, 
caudal,  and  anal  fins  (Fig.  68,  A,  B)  :  in  these  regions  muscles 
and  skeletal  parts  (fin-rays)  become  formed. 

After  the  formation  of  the  epiblastic  fin -folds,  the  next  parts  of  the  unpaired 
fins  which  appear  are  the  muscles,  and  then  follow  the  supporting  cartilages  ; 
these  latter  arise,  like  the  skeletal  parts  of  the  paired  fins,  entirely  independently 
of  the  axial  skeleton.  The  connection  between  the  latter  and  the  unpaired  fins 
is  only  secondary.  This  holds  good  also  for  the  caudal  fin,  in  which  the 
relation  between  the  axial  skeleton  and  that  of  the  fin  is  a  very  close  one. 

The  caudal  fin  is  the  principal  organ  of  locomotion  in  most  Fishes,  and  it 
acts  in  a  horizontal  direction  :  the  paired  fins  play  only  a  secondary  part,  and 
are  principally  concerned  in  rising  and  sinking  in  the  water.? 


1  See  also  p.  86. 

2  The  curious  suctorial  disk  on  the  dorsal  side  of  the  head  of  the  Eemora 
(Echcneis),  by  means  of  which  it  attaches  itself  to  foreign  objects,  arises  in  the 
embryo  from  the  anterior  portion  of  the  dorsal  unpaired  fin,  and  this  is  indicated 
throughout  life  by  the  arrangement  of  the  blood-vessels,  nerves,  and  skeletal  parts. 
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In  many  tailed  Amphibians  and  Amphibian  larva?  (including 
those  of  Csecilians),  the  unpaired  fins  are- represented  by  a  fold  of 
the  skin  extending  along  the  dorsal  and  ventral  sides  of  the  tail. 
In  some  cases  this  fold  extends  along  the  back  right  up  to  the 
head,  but  it  never  gives  rise  to  bony  or  cartilaginous  supporting 
elements.  In  the  male  Triton  it  becomes  much  enlarged  during  the 
breeding  season. 


b.  PAIRED  LIMBS. 


No  other  morphological  problem  has  given  rise  during  the  last 
twenty  years  to  such  extensive  researches  and  to  such  varied 
solutions  as  the  question  of  the  origin  of  the  paired  limbs.  Two 
very  opposite  views  exist.  According  to  one  of  these  (Gegenbaur's 
view),  the  proximal  parts  of  the  extremities,  that  is,  the  pectoral 
and  pelvic  arches,  are  regarded  as  being  derived  from  branchial 
arches,  and  the  distal  or  free  portions  as  metamorphosed 
fin-rays.  According  to  this  theory,  the  pelvis  is  to  be  looked 
upon  as  a  visceral  arch  which  has  changed  its  position  so  as  to 
lie  far  back  along  the  body. 

According  to  the  other  view  (that  of  Dohrn),  the  origin  of  the 
paired  limbs  has  nothing  to  do  with  the  visceral  skeleton,  but,  like 
the  latter,  they  are  to  be  looked  upon  as  the  localised  remains  in 
definite  regions  of  the  body  (thoracic  and  pelvic  regions)  of  a  series 
of  cartilaginous  bars  originally  extending  along  the  whole  trunk, 
and  having  a  metameric  arrangement.  In  other  words,  just  as 
each  body-segment  of  an  Annulate  may  be  looked  upon  as  being 
provided  with  a  pair  of  limbs,  so  also  was  each  primitive  segment 
of  the  Vertebrate  body  :  recent  researches  seem  to  support  this. 

These  researches  were  made  on  Elasmobranch  embryos,  and  in  these  each 
somite  gives  rise  to  a  fin-element,  each  of  which  consists  of  two  dorsal  and  two 
ventral  bundles  of  muscle,  two  rods  of  cartilage,  and  a  corresponding  spinal 
nerve.  Both  pectoral  and  pelvic  fins  are  made  up  of  a  considerable  number 
of  these  fin-elements.  It  is  interesting  to  note  that  these  outgrowths  from 
the  somites  are  present  along  the  entire  length  of  the  lateral  epiblastic 
folds,  that  is,  they  exist  at  first  between  the  pectoral  and  pelvic  fins,  as  well 
as  behind  the  latter,  but  in  these  regions  they  soon  become  aborted.  The 
lateral  epiblastic  folds  do  not  run  parallel  to  one  another,  as  was  supposed  by 
Thatcher,  Mivart,  and  Balfour,  but  converge  towards  the  anus  (Fig;  68,  A)  :  the 
presence  of  outgrowths  behind  the  anus,  however,  points  to  the  possibility  of  the 
ventral  unpaired  fin  having  been  originally  paired.  This  probably  was  the  case 
when  the  postanal  gut  of  the  embryo,  as  well  as  the  ccelome,  extended  through 
the  whole  caudal  region.  After  the  formation  of  the  definitive  anus  and  the 
disappearance  of  the  postanal  gut,  the  two  lateral  halves  of  each  primordial 
fin-fold  fused  together  to  form  a  median  fin.  Possibly  the  dorsal  fin  was  also 
originally  paired,  for  it  arises  by  paired  outgrowths  from  the  dorsal  part  of 
the°myotomes,  so  that  in  this  case  it  was  not  situated  m  the  middle  line,  but 
along  each  side  of  it.1    On  the  closure  of  the  laminaa  dorsales  m  the  formation 

i  Dohrn  has  lately  attempted  to  prove  that  the  unpaired  fins  of  Petromyzon  arise 
in  a  paired  maimer,  and  that  this  Fish  must  formerly  have  possessed  paired  pectoral 
and  pelvic  fins,  which  have  gradually  become  lost. 
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of  the  cerebrospinal  axis,  these  two  folds  fused  together  in  the  median  dorsal 
Hue  Thus  all  the  four  longitudinal  epiblastic  folds  (of  Thatcher,  Mivart, 
and  Balfour)  are  possibly  to  V,,  considered  as  arising  originally  from  separate 
metameric  outgrowths  of  (he  body-segments,  that  is,  from  parapodia,  which 
have  thus  become  gradually  transformed  into  the  fms  existing  at  the  present 

timp'aul  Meyer  supports  this  hypothesis  by  finding  parapodia-like  outgrowths 
arranged  in  four  rows  along  the  caudal  region  in  embryos  of  Pristmrus  and 
Scyllhuu. 

Later  investigators  in  this  subject  no  longer  even  accept  the 
homodynainy  {i.e.  the  serial  homology)  of  the  pectoral  and  pelvic 
arches  and  limbs,  but  suppose  that  even  ontogenetically  the 
two  arches  can  in  no  way  be  compared  with  one  another,  for, 
arising  in  an  entirely  different  manner,  they  can  only  be 
regarded  as  "apparently  similar"  structures.  Which  of  these 
attempts  at  an  explanation  of  the  problem  comes  nearer  to  the 
truth  cannot  yet  be  definitely  stated,  and  the  relative  merits  of  the 
views  just  put  forward  cannot  be  discussed  here. 


Pectoral  Arch. 

Fishes. — Owing  to  the  absence  of  paired  fins  in  Amphioxus 
and  Cyclostomi,  pectoral  and  pelvic  arches  are  also  wanting.  In 
Elasmobranchs  the  pectoral  arch  consists  of  an  extremely  simple 
cartilaginous  bar,  the  two  halves  of  which  are  united  ventrally 
by  cartilage  or  fibrous  tissue  (Fig.  69,  SB)  ;  and  it  has  at  first  a 
similar  structure  in  embryos  of  Ganoids  and  Teleostei. 

Later,  however,  in  both  the  last-named  groups,  a  row  of  bony 
structures  arising  in  the  perichondrium  becomes  developed  in  this 
region  ;  so  that  one  can  distinguish  between  a  secondary  or  bony 
pectoral  arch,  and  aprimaryor  cartilaginous  one. 

The  free  extremity,  or  fin,  is  connected  with  the  hinder  and 
outer  circumference  of  the  (primary)  arch,  and  its  point  of 
attachment  may  be  taken  as  separating  an  upper  dorsal  and  a 
lower  ventral  section.  The  former,  which  is  often  connected  with 
the  vertebral  column,  corresponds  to  a  scapula,  and  the  latter  to  a 
coracoid  plus  precoracoid  (clavicle)  of  the  higher  Vertebrata.1 

In  Teleosteans  and  bony  Ganoids,  the  bony  (secondary)  arch 
forms  the  principal  support  of  the  fin  in  the  adult,  the  main 
element  being  a  large  clavicle  (Fig.  70,  D).  The  primitive  rela- 
tions are  thus  much  altered.  The  arch  becomes  secondarily 
connected  with  the  skull  (Cm).     For  further  details,  compare 

Amphibia  and  Reptilia.— In  these  types,  the  secondary  bony 
apparatus  is  of  less  importance,  for  the  primary  arch  is  more 

1  The  pectoral  arch  of  Dipnoi  is  intermediate  iu  character  between  that  of  Elasnio- 
nnofn™  '™cl,Yfanouls-  shows  so  many  special  peculiarities  as  regards  form  aud 
position,  that  it  cannot  be  fully  described  here. 
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Fig.  69. — Pectoral  Arch  and  Fin  of  Mcptanchus. 
X£,  SB1,  pectoral  arch,  with  a  nerve-aperture  at  NL  ;  Pr,  Ms,  Ml,  the  three 
basal  elements  of  the  fin — pro-,  meso-,  and  metapterygium  ;  fia,  cartilaginous 
fin-rays  ;  a,  b,  the  main  fin-ray,  lying  in  the  axis  of  the  metapterygium : 
t,  single  ray  on  the  other  side  of  the  axis  (indication  of  a  biserial  type)  ;  FS, 
horny  rays,  cut  through. 


Co(Cl)  t?« 
¥lG_  70.— Left  Pectoral  Arch  and  Pin  of  the  Trout.    (From  the  outer  side.) 
D  Jfi  D2  chain  of  secondary  bones  of  the  pectoral  arch  (clavicle  and  supraclavicle) 
'    which  is  connected  with  the  skull  by  means  of  the  post-temporal  (Cm)  ;  S  and 
Co(C'l)  bony  scapula  and  coracoid,  which  have  become  developed  in  the  cartilage 
(Kn)    L,  foramen  in  scapula  ;  M\  metapterygium  ;  Ba   Jia,  the  second  and 
third  and  4,  the  fourth  basal  element  of  the  fin  ;  Ra\  the  second  cartuagmous 
row  of  radii    HS,  bony  ray  on  the  border  of  the  fin,  which  is  connected  with  the 
forirth  Da  al  element ;  F,  /bony  fin-rays,  shown  cut  away  from  their  attachments. 
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extensively  developed.  In  all  the  higher  Vertebrates  it  is  formed 
on  the  same  plan  as  in  Amphibia,  and  becomes  more  or  less 
completely  ossified. 

It  always  consists  on  each  side  of  a  cartilaginous  or  bony 
dorsal  plate  (scapula),  which  curves  round  the  side  of  the  body, 
and  becomes  continuous  ventrally  with  two  processes — an  anterior 


Fig.  71.— Diagiiam  of  the  Ground-Type  of  Pectoral  Arch  met  with  in 
all  vertebrata,  from  the  amphibia  up  to  mammalia. 

S,  scapula  ;  Co,  coracoid  ;  CI,  precoracoid  (clavicle)  ;  H,  humerus. 


Fig.  72. — Semidiagrammatic  Figure  of  the  Pectoral  Ahch  and  Sternum 

of  Urodela. 

St,  sternum  ;  a,  point  where  the  two  coracoids  overlap  ;  CI,  precoracoid  (clavicle)  ; 
SS,  suprascapula,  shown  extended  transversely  outwards  on  the  left  side  ;  t,  bony 
scapula  ;  H,  humerus. 


Fig.  73.— Pectoral  Arch  of  a  C'helonian.    (Ventral  view.) 
S,  scapula  ;  Co,  coracoid  ;  Co1,  epicoracoid ;  CI,  precoracoid  (clavicle)  ;  B,  fibrous 
band  between  these  two  elements  ;  Fc,  fenestra  between  them  :  Q  elcnoid 
cavity.  '  6 


(precoracoid,  or  clavicle),  and  a  posterior  (coracoid)  (Fig.  71, 
b,  CI  Co).  It  always  becomes  connected  ventrally  with  the 
sternal  apparatus  (compare  Figs.  38,  39,  74). 

The  two  coracoid  plates  either  overlap  one  another  in  the  mid- 
ventral  line,  or  else  their  free  edges  come  into  apposition  and  fuse 
together  (Figs.  74  and  38,  Co,  Co1). 
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As  in  the  rest  of  the  skeleton,  cartilage  plays  the  most  im- 
portant part  in  the  pectoral  arch  of  Amphibia  (see  Fig.  74),  while 
in  all  the  higher  Vertebrates  the  cartilage  is  almost  entirely 
replaced  by  bone  (scapula,  coracoid,  and  clavicle).  Unossified 
spaces  are  often  left  in  the  coracoid,  giving  rise  to  fenestras  closed 
over  by  fibrous  membrane  (Lizards)  (Fig.  39,  a,  b,  c). 

In  Lizards,  a  cross  or  "["-shaped  parosteal  bony  plate,  the  inter- 
clavicle,  lies  in  a  groove  on  the  under  side  of  the  sternum  in  the 
middle  line.  In  Crocodiles  a  slender  rod-like  interclavicle  is  also 
present,  and  has  the  same  relations,  though  clavicles  are  wanting.1 


Fig.  74— Pectoral  Arch  and  Sternum  oe  Bombinator  igncns. 

St,  sternum,  with  its  two  processes,  a,  a1 :  S,  scapula  ;  SS,  suprascapula,  in  situ  on 
the  left  side,  spread  out  horizontally  on  the  right ;  Co,  coracoid  ;  Co1,  epicoracoid, 
which  on  both  sides  overlaps  the  anterior  part  of  the  sternum  ;  01,  precoraooid  ; 
CI1,  bony  clavicle  ;  Fe,  fenestra  between  clavicle  and  coracoid ;  G,  glenoid 
cavity. 


The  presence  of  a  pectoral  arch  in  numerous  footless  Eeptiles 
(some  Skinks,  Amphisbsenians)  indicates  that  they  formerly  pos- 
sessed extremities  ;  rudiments  of  the  latter  may  even  be  seen^in  the 
embryo,  though  they  disappear  entirely  later  on  (Anguis  fragilis). 

Birds. — In  Birds,  the  scapula  consists  of  a  thin  and  narrow 
plate  of  bone,  often  extending  far  backwards,  the  strong  coracoid 
beino-  bent  at  a  sharp  angle  with  it  in  all  Carinate  Birds  (Fig.  36, 
S  and  Go).  The  lower  end  of  the  latter  is  firmly  articulated  in 
a  groove  on  the  anterior  edge  of  the  sternum. 

In  almost  all  Flying  Birds  the  clavicle  is  well  developed,  and 
becomes  united  with  its  fellow  to  form  a  furcula2  (comp.  Fig.  36, 

1  It  is  doubtful  whether  the  three  anterior  elements  of  the  plastron  of  Chelonians 
correspond  to  clavicles  and  interclavicle,  as  supposed  by  Parker  and  Huxley. 

a  The  median  plate  often  present  at  the  point  of  junction  of  the  clavicle  is  some- 
times described  as  an  interclavicle,  but  its  late  appearance  in  the  embryo  seems  to 
negative  this  view. 
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Fu{Cl),  for  its  relations  to  the  rest  of  the  pectoral  arch  and  to 
the  sternum). 

Amongst  the  Cursorial  Birds,  the  Emeu  (Dromaeus)  and  Casso- 
wary (Casuarius)  possess  rudimentary  clavicles :  in  the  others 
they  are  wanting. 

In  Archseopteryx,  the  scapular  region  only  of  the  pectoral 
arch  has  been  satisfactorily  made  out,  and  this  resembles  that  of 
existing  Birds. 

Mammals. — In  Monotremes  only  amongst  Mammals  does  the 
coracoid  extend  ventrally  to  reach  the  sternum  ;  in  all  the  others 
it  becomes  reduced,  and  simply  forms  a  prominent  process  on  the 
scapula  (coracoid   process),  which   becomes  ossified  from  a 


Fig.  75. — Pectoeal  Arch  of  Omithorhynchus  paradoxus. 

St,  stenmni ;  Ep,  uiterclavicle  ;  Co,  coracoid  ;  Co1,  epicoracoid ;  S,  scapula  ;  CI, 

clavicle  ;  67,  glenoid  cavity. 


separate  centre.  Thus  the  scapula  alone  serves  to  support  the 
extremity ;  it  becomes  at  the  same  time  greatly  broadened  out, 
and  gives  rise  on  its  outer  side- — in  connection  with  the  highly 
differentiated  muscles  of  the  limb — to  a  strong  ridge  (spina 
scapulae),  which  extends  downwards  to  form  the  so-called 
acromion. 

The  distal  end  of  the  clavicle  usually  becomes  connected  with 
the  acromion,  its  proximal  end  articulating  with  the  anterior  edge 
of  the  sternum. 

In  those  Mammals  in  which  the  fore-limbs  are  capable  of  very  varied  and 
free  movements,  the  clavicles  are  very  strongly  developed.  In  others,  such 
as  the  Carnivora  and  Ungulata,  they  may  be  entirely  wanting  or  only 
rudimentary,  and  in  the  latter  case  their  relations  to  the  scapula  become 
altered. 
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Pelvic  Arch. 

Fishes. — The  Dipnoi  have  probably  retained  the  most  primi- 
tive form  of  pelvis  amongst  existing  animals.  It  consists  of  a 
cartilaginous  plate  lying  in  the  mid-ventral  line,  from  which  two 
pairs  of  processes,  an  anterior  and  posterior,  arise.  The  hinder 
extremities  articulate  with  the  posterior  (Fig.  76,  6),  while  the 
anterior  pair  are  to  be  interpreted  as  iliac  processes  (Fig.  76,  a). 
The  latter  vary  much  both  in  form  and  size,  and,  as  in  young 
specimens  of  Protopterus,  may  extend  widely  outwards,  embedded 
in  the  intermuscular  septa  (if1).     A  delicate  rod-like  process 


Fig.  76.— Pelvis  of  Protopterus.    (From  the  ventral  side.) 

a,  iliac  process,  which  may  become  forked  at  its  distal  end  ;  b,  process  to  which  the 
hinder  extremity  {HE)  is  attached  ;  Gr,  sharp  ridge,  for  attachment  of  muscles ; 
c,  median  process  ;  M,  M,  myotomes  ;  M\  M\  intermuscular  septa. 


arises  between  them  from  the  anterior  border  of  the  plate  and 
extends  far  forwards  in  the  middle  line  (Fig.  76,  c). 

The  pelvis  of  Elasmobranchs  may  be  derived  from  that  of 
Dipnoi,  although  it  must  be  looked  upon  as  a  degenerate  form. 
It  consists  of  an  unpaired  or  paired  plate  of  cartilage,  on  which 
processes  corresponding  to  those  described  in  Dipnoi  may  be  seen, 
though  these  are  often  very  rudimentary.  In  Chimsera  an  iliac 
tract  is  much  more  plainly  marked. 

Amono-st  all  other  Fishes,  the  existence  of  a  pelvic  rudiment 
has  been  proved  with  certainty  only  in  the  case  of  Polypterus. 

Amphibia.— In  Amphibia,  as  in  all  the  remaining  higher 
Vertebrata,  a  dorsal  and  two  ventral  pelvic  elements  may  be 
distinguished     The  former,  or  ilium,  is  connected  with  the  sacral 
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vertebra,  and  corresponds  to  the  iliac  process  mentioned  above 
as  being  present  in  some  Fishes ;  of  the  latter,  the  anterior  ventral 
element  is  spoken  of  as  the  pubis,  the  posterior  as  the  ischium. 
The  articular  cavity  for  the  thigh-bone  (acetabulum)  is  situated  at 
the  point  of  junction  of  the  pelvic  elements.  Thus  we  meet  here 
with  a  ground-form  essentially  similar  to  that  of  the  pectoral  arch 

(Fig-  71).  .   .  . 

In  the  pelvis  of  Urodela  and  Anura  a  single  ventral  plate  is 
seen  on  each  side,  which  comes  into  contact  with  its  fellow  to  form 


Fig.  77. — Pelvis  of  Salamander  (Salamandra  maculosa).    (Ventral  view. ) 

.Z7,  ilium  ;  Is,  ischium  ;  P,  pubis  (?)  (pars  acetabulars  ?) ;  Fo,  obturator  foramen  ;  Sy, 
iscbio-pubic  symphysis  ;  t,  two  protuberances,  present  in  many  Urodeles  ;  Ep, 
epipubic  cartilage,  with  its  forked  ends  (a,  b) ;  G,  acetabulum. 


a  symphysis  (Fig.  77,  Sy),  and  the  anterior  part  of  which  usually 
remains  cartilaginous  throughout  life.  It  cannot,  at  present,  be 
stated  with  certainty  whether  this  part  corresponds  to  the  pubis, 
or  to  a  fourth  element,  the  pars  acetabulars  (Fig.  77,  P,  and 
78,  iTw),which  is  present  in  many  Amniota,  inserted  between  the 
pubis  and  the  acetabulum  (comp."  Fig.  83 A).  The  posterior  part, 
which  always  becomes  ossified,  is  without  doubt  an  ischium  (Is). 
In  some  Urodeles  a  delicate  rod  of  cartilage  arises  from  the  middle 
line  of  the  anterior  border  of  the  pelvis,  and  becomes  bifurcated 
distally  (Fig.  77,  Bp,  a,  I).  Amongst  the  Anura,  this  epipubis 
("ypsiloid  cartilage")  is  only  present  in  Dactylethra  capensis 
where  its  form  is  somewhat  different,  reminding  one  of  the  delicate 
median  process  of  the  pelvis  of  Dipnoi  (Fig.  76,  c).  The  so-called 
marsupial  bones  of  Monotremes  and  Marsupials  have  probably 
been  developed  from  the  representative  of  the  epipubis. 

In  correspondence  with  the  mode  of  progression  in  Anura 
w     "Qm  rl  Gach  Slde  becomes  extended  so  as  to  form  a  long  rod 
(*ig.  /«,  11),  and  the  two  ventral  plates,  which  in  Urodeles  lie 


COMPARATIVE  ANATOMY. 


in  the  plane  of  the  abdominal  walls,  'become  closely  pressed 
together  in  the  middle  line,  and  so  give  'rise  to  a  well-marked 
keel  (Fig.  78). 


Fig.  79. — Pelvis  of  Lacarta  muralis.    (Ventral  view. ) 

J}  ilium  ;  Is,  ischium  ;  Fo,  foramen  in  the  pubis  for  the  obturator  nerve  ;  Kn,  Knx, 
'    cartilagm°us  elements  lying  at  the  symphysis  of  the  ischium  (Sy)  and  pubis 
respectively  ;  B,  fibrous  band  connecting  these  cartilages  ;  Fc,  foramen  cordi- 
forme  ;  t,  tubercle  of  ilium  ;  G,  acetabulum. 

Reptiles  and  Birds. — In  these,  the  well-ossified  elements 
of  the  pelvis  are  sharply  differentiated,  and,  as  the  pubis  in 
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Reptiles  usually  extends  forwards  for  some  distance  in  the  middle 
line,  a  large  space  (foramen  cordiforme)  is  present  between  it  and 
the  ischium:  in  Lizards,  Crocodiles,  and  Turtles,  this  space 
is  divided  into  two  halves  by  a  median  nbro-cartilaginous  band 
(Fig.  79,  Kn,  Kn1,  B).  In  land  and  fresh-water  Tortoises,  in 
place  of  this  band,  the  median  ends  of  the  pubis  and  ischium 
extend  towards  one  another  and  meet  in  the  mid-ventral  line,  and 
thus  the  space  (obturator  foramen)  between  them  becomes  entirely 
surrounded  by  bone.  • 


Fig.  80.— Pelvis  of  a  Young  Alligator  lucius.    (A,  ventral,  and  B,  side  view.) 

II,  ilium  ;  Is,  ischium  ;  P,  pubis  ;  Sy,  symphysis  of  ischium  ;  F,  foramen  cordiforme  + 
obturatum  ;  B,  fibrous  band  between  the  symphyses  pubis  and  ischii  •  +  carti- 
laginous apophysis  of  the  ventral  acetabular  process  of  the  ischium  '  which  is 
interposed  between  the  process  a  of  the  ilium  and  the  pubis  ;  b,  fo'ramen  in 
the  acetabulum,  bounded  posteriorly  by  the  two  processes,  a  and  b,  of  the  ilium 
and  ischium  respectively,  which  here  meet  one  another  ;  *,  indication  of  a  for- 
ward growth  of  the  ilium,  such  as  is  met  with  in  Dinosaurians  and  Birds  ■  G 
acetabulum  ;  /,  II  first  and  second  sacral  vertebra  ;  M,  fibrous  membrane  ex- 
rib  •'D(|/>C)  antenor  margin  of  the  pubis  and  the  last  pair  of  ' '  abdominal 


In  Crocodiles  we  meet  for -the  first  time  with  a  considerable 
extension  of  the  ilium  (Fig.  80,  B,  II),  so  that  now  a  longer 
posterior,  and  a  shorter  anterior  process  may  be  distinguished.  In 
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Dinosaurians  the  latter  (Fig.  81,*)  is  more  strongly  developed, 
and  jilainly  leads  towards  the  form  of  pelvis  seen  in  Birds. 


Fig.  81. — Pelvis  of  Jguanodoii  bemissartensis.    (After  Dollo.) 
*,  preacetabular,  and  Jl,  postacetabular  process  of  the  ilium  ;  a,  acetabulum  (per- 
forated) ;  P,  pars  acetabulars  (pectineal  process  of  pubis)  ;  P\  pubis ;  Js, 
ischium. 


Fig  82. -Pelvis  of  Apteryx  austral™.    (Lateral  view.)    (After  Marsh.) 
il,  ilium  ;  is,  ischium  ;  p,  pectineal  process  of  pubis ;  p\  pubis  ;  a,  acetabulum. 

Tn  Birds  (Fig  82),  both  pre-  and  postacetabular  portions  of 
the  ilium  are  largely  developed,  but  vary  in  their  relative  propor- 
Uols  Tcomp.  p.  44).    ^  Crocodiles  the  pubis  »  to  a  great  extent 
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^  Js 

Fig.  83a.— Pelvis  of  a  Six-Days'  Chick.  (After  A.  Johnson.) 
Jl,  ilium. ;  Js,  ischium  ;  pb,  pubis  ;  pp,  pectineal  process  of  pubis. 

■v 


Fig.  83b. — Diagram  showing  the  Relations  of  the  Pelvio  Bones  to  the 

Acetabulum. 

J,  ilium  ;  Js,  ischium  ;  P,  pubis  ;  A,  acetabular  bone  ;  Ac,  acetabulum. 


Fig.  84.— Pelvis  of  Echidna.    (From  the  left  side.)    (After  Gegenbaur.) 
II,  ilium  ;  Is,  ischium  ;  P,  pubis  ;  On,  marsupial  bones  ;  Fo,  obturator  foramen. 

H 
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shut  out  from  the  acetabulum  by  the  cartilaginous  pars  acetabularis 
(Fig.  80,  B,  t,  P),  and  in  them,  as  well  as, in  Birds,  the  acetabulum 
is  perforated  (Fig.  80,  B,  b,  and  Figs.  81  and  82,  a). 

What  most  distinguishes  the  pelvis  of  Dinosauria  and  Birds 
from  that  of  Reptiles  is  the  position  of  the  pubis  (Figs.  81  and 
82,  P1).    It  has  the  form  of  a  delicate  bar  of  bone  directed  back- 
wards, and  running  parallel  and  even  fusing  (Birds  of  flight)  with 
the  ischium,  which  also  extends  far  backwards.    It  is  very  difficult 
to  explain  the  homology  of  a  strong  bone,  arising  from  the 
antero-ventral  border  of  the  acetabulum  of  Dinosaurians,  indi- 
cated by  the  letter  P  in  Fig.  81.    It  is,  however,  probably  to  be 
looked  upon  as  a  special  outgrowth  from  the  pars  acetabularis  of 
each  side.     Rudiments  of  this  bone,  which  may  be  called  the 
pectineal  process  of  the  pubis,  are  also  present  in  Birds  (Figs. 
82,  p,  83,  pp). 

In  Birds  the  elements  of  the  pelvis  usually  become  anchylosed 
to  one  another,  while  in  Reptiles  and  Dinosaurians  they  "remain 
distinct.  The  pubis  of  either  side  meets  its  fellow  only  in  Struthio, 
and  the  ischium  in  Rhea. 

The  pelvis  of  Archasopteryx  possessed  a  broad  pre-acetabular  and  a  long 
and  slender  post-acetabular  portion  of  the  ilium.  The  iscliia  appear  to  have 
been  united  by  symphysis  :  nothing  is  known  of  the  pubis. 

Mammals. — The  four  elements  of  the  pelvis  here  remain 
separated  for  a  long  time  by  cartilage,  but  later  they  become  fused 
together.  The  angle  between  the  axes  of  the  ilium  and  sacrum 
is  smaller  in  Monotremes  than  in  the  higher  Mammals. 

The  original  type  with  both  pubic  and  ischiatic  symphyses  is 
seen  in  Monotremes,  Marsupials,  many  Rodents,  Insectivores, 
Ungulates,  and  Carnivores.  In  many  other  Insectivora  and 
Carnivora,  and  more  particularly  in  the  highest  forms,  the  Pri- 
mates, the  ischia  no  longer  meet  below.  The  greatest  amount  of 
variety  in  the  form  of  the  pelvis  in  any  one  order  is  seen  in 
Insectivores,  in  some  of  which  (e.g.  Mole),  as  well  as  in  most  Bats, 
the  symphysis  pubis  is  not  closed. 

There  is  no  pars  acetabularis  (see  Fig.  83b,  A)  in  Monotremes  and  Bats,  nor 
in  numerous  representatives  of  the  other  principal  Mammalian  groups.  It 
always  lies  anterior  to  the  "  incisura  acetabuli,"  and  is  most  strongly  developed 
relatively  in  the  Mole  (Talpa),  where  it  shuts  the  ilium  as  well  as  the  pubis 
out  of  the  acetabulum  ;  in  by  far  the  greater  number  of  Mammals  the  pubis 
only  is  thus  excluded.  The  ischium  always  forms  part  of  the  acetabulum. 
In  older  individuals  the  acetabular  bone  may  become  united  with  either  of  the 
other  three  pelvic  bones  :  thus  in  Man,  some  Rodents,  and  Marsupials,  it 
fuses  with  the  pubis  ;  more  commonly,  however,  it  fuses  with  the  ischium  or 
ilium.    In  the  Pinnipedia  all  four  elements  take  part  m  the  formation  of 

theTh^apars1ac'etabularis  always  becomes  ossified  much  later  than  the  other 
pelvic  elements,  and  the  pubis  ossifies  later  than  the  ilium  and  ischium. 

In  Monotremes  and  Marsupials  of  both  sexes,  two  strong 
bones  ("  marsupial  bones  ")  (Fig.  84,  Om)  arise  Jrom  the  anterior 
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border  of  the  pubes,  right  and  left  of  the  middle  line,  and  extend 
forwards  in  a  straight  or  oblique  direction.  At  present  no  satis- 
factory morphological  explanation  has  been  given  of  them,  and 
we  can  only  compare  them  with  the  epipubic  cartilage  of  Dipnoi 
and  Amphibia,  which  has  the.  same  relations  to  the  pyramidalis 
muscle  (comp.  p.  117).  Fibrous  rudiments  of  them  are  to  be  seen 
among  Dogs. 

Before  leaving  the  pelvic  arch  it  may  be  pointed  out  that, 
like  the  pectoral,  it  is  not  restricted  to  any  particular  body- 
segment,  but  that  both  present  much  variety  as  to  position, 
phylogenetically  as  well  as  ontogenetically. 


FREE  LIMBS. 


fishes  and  Dipnoi. — In  the  Dipnoi,  taking  Ceratodus  more 
particularly  into  consideration,  both  pectoral  and  pelvic  fins  are 
supported  by  a  cartilaginous  axis,  made  up  of  a  great  number  of 
small  segments  which  are  movable  upon  one  another. 

Numerous  small  jointed  cartilaginous  rods  or  radii  are  disposed 
serially  along  the  dorsal  and  ventral  sides  of  this  axis,  and  these 
gradually  decrease  in  size  towards  its  distal  end.  Towards  the 
periphery  of  the  fin  the  place  of  these  cartilages  is  taken  by  fine 
horny  rays,  which  are  covered  by  fibrous  tissue  as  well  as  by  the 
skin ;  thus  a  broad  paddle-like  fin  is  formed.  Both  pectoral  and 
pelvic  fins  have  a  similar  form  and  structure,  and  in  their  natural 
position  a  lateral  (external)  and  a  medial  (internal)  surface  can 
be  distinguished.  The  dorsal  radii  are  much  more  numerous 
than  the  ventral,  which  have  undergone  reduction.  Thus  the 
biserial  type  of  fin  is  already  modified  in  Ceratodus,  and  this 
modification  is  carried  still  further  in  Elasmobranchs  (comp. 
Fig.  86),  until  eventually  only  a  single  series  of  radii  (Fig.  69,  Fa) 
remains.  This  series  corresponds  to  the  dorsal  row  of  Ceratodus, 
but  in  consequence  of  its  position  in  the  adult  fin,  where  it  divides 
a  dorsal  from  a  ventral  surface,  it  is  spoken  of  as  lateral.1 
The  radii  are  much  jointed,  the  segments  being  arranged  in  a 
mosaic,  and  closely  bound  together  by  fibrous  tissue.  They  are 
covered  over  by  the  shagreen-like  skin,  and  are  continued  out- 
wards towards  the  periphery  of  the  fin  by  a  large  number  of  horny 
rays  (Fig.  69,  FS),  so  that  the  size  of  the  fin  is  thus  considerably  in- 
creased. Three  larger  cartilaginous  basal  elements  lie  proximally 
to  the  small  radii,  and  are  spoken  of  as  pro-,  meso-,  and  meta- 
pte  rygium  respectively  (Fig.  69,  Fr,  Ms,  Mt).  They  are  connected 
wit h  the  pectoral  arch  {SB),  and  the  metapterygium  (M)  together 
with  the  distal  elements  lying  along  the  same  axis  (a,  b)  represents 

ProtoS™4  ,sf°7fhoYmuc\re<?uction  the  skeleton  of  the  fins  has  undergone  in 
LX"1-  .^e  at"al  having  almost  entirely  disappeared.  The  whole  ex- 
^^^ZnTll^:^  SegmeDted  cart4mousPlament,  which  no  longer 
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Fig.  85. — Pectoral  Fin  of  Ceratodus  fosteri. 

a,  b,  the  two  first  segments  of  the  main  axial  ray  ;  t,  +,  lateral  rays,  or  radii ;  FS, 
horny  rays,  shown  only  on  one  side. 


FlQ  86  — Diagram  of  the  Predominant  Uniserial  Type  of  the  Anterior 
jjiq.  8b.    wiAto  ExxREMiTT  of  Elasmobranchs. 

W<?  th„  axis  mssin-  throngh  the  main  ray  ;  ***,  numerous  lateral  rays  of  one  side  ; 
US,  the  axis  passinD  uroog  ^  ^  of  ^  other  glde_ 

the  main  ray  of  the  fin  (basipterygium).    This  serves  as  the 
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description  holds  good  for  the  pectoral  fin  only  of  Elasmo- 
branchs;  the  pelvic  fin,  however,  is  formed  on  a  similar  plan,  but 
remains  in  a  lower  stage  of  development,  which  is  mainly  expressed 
by  a  limitation  in  the  number  of  its  basal  segments.  ^  Thus  a  meso- 
pterygium  is  not  developed,  and  the  propterygium  is  more  or  less 
rudimentary,  the  metapterygium  being  in  this  case  also  the  most 
important  element.  In  male  Elasmobranchs,  a  cartilaginous  ap- 
paratus— the  skeleton  of  the  "  claspers  " — is  connected  with  the 
metapterygium  (comp.  p.  327). 

In  Ganoids,  and  still  more  in  Teleosteans,  the  essential 
plan  of  the  cartilaginous  portions  of  the  fins  may  be  derived  from 
that  of  Elasmobranchs ;  the  primary  skeleton  of  the  fins,  however, 
undergoes  a  considerable  reduction,  and,  in  consequence  of  the 
appearance  of  membrane-bones  in  connection  with  it,  a  primary 
and  a  secondary  skeleton  may  be  distinguished. 

The  skeleton  of  the  fins  of  Siluroids,  Cyprinoids,  and  Gymno- 
tidae,  amongst  the  Teleostei,  comes  nearest  to  that  of  Ganoidei, 
that  of  the  Gymnotidae  being  the  most  primitive  of  the  three. 


GENERAL    CONSIDERATIONS    ON   THE    LIMBS    OF  THE 
HIGHER  VERTEBRATA. 

Though  it  is  easy  to  derive  the  skeleton  of  the  fin  of  all  the 
orders  of  Fishes  from  a  single  ground-type,  it  is  far  more  difficult 
to  trace  the  connection  of  the  latter  with  the  extremities  of 
Amphibia.  Between  these  two  types  of  limb  there  appears  to 
be  a  wide  gap,  in  consequence  of  the  different  conditions  of  life 
existing  between  Fishes  and  Amphibians ;  and  the  question  thus 
arises — In  what  manner  has  the  limb  of  an  air-breafching  Verte- 
brate, adapted  for  progression  upon  land,  become  derived  from  the 
fin,  only  fitted  for  use  in  the  water  ? 

Palaeontology  furnishes  no  answer  to  this  question  ;  we  know  of 
no  fossil  intermediate  forms  of  limb,  and  it  is  at  present,  therefore, 
only  possible  to  suggest  a  hypothesis  on  the  subject.  We  may 
suppose  that  when  the  primitive  Amphibian  first  began  to  take  on 
a  terrestrial  mode  of  life,  its  fin,  which  we  may  look  upon  as  a 
single-jointed  lever,  and  which  amply  sufficed  for  the  movement  of 
the  body  m  a  fluid  medium,  became  gradually  transformed  into  a 
many-jointed  system  of  levers. 

In  other  words,  as  the  function  of  the  limb  was  no  longer 
s.mply  to  propel  the  body  forwards,  but  also  at  the  same  time 
to  lift  it  up  from  the  ground,  the  firmly  connected  elements 
o  the  skeleton  of  the  fin  gradually  became  loosened  from,  and 
placed  at  an  angle  to,  one  another  (knee,  elbow),  definite  articu- 
lations being  formed^  between  them  in  a  proximo-distal  direction 
Moreover  the  extremity  must  have  changed  its  position  with  regard 
to  the  body,  so  that,  instead  of  projecting  horizontally  outwards  it 
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became  bent  downwards,  and  thus  the  angle  between  it  and  the 
median  plane  of  the  trunk  was  gradually  reduced,  until,  in  Mammals 
eventually,  the  longitudinal  axis  of  the  limb,  when  at  rest,  came  to 
lie  parallel  with  the  median  plane  of  the  body.  In  the  higher 
types  this  is  more  particularly  the  case  as  regards  the  posterior 
extremities,  the  anterior  undergoing  the  most  varied  adaptations 
and  modifications,  and  giving  rise  to  tactile,  prehensile,  or  flying 
organs,  or,  as  in  aquatic  Mammals,  becoming  once  more  converted 
into  rowing  organs. 

Thus  we  may  also  reduce  the  limbs  of  all  the  higher  Vertebrata 
to  a  single  ground-type,  and  we  may  further  connect  the  latter 
with  the  fin  of  Fishes  by  taking  the  ground-plan  of  the  fin  of 
Ceratodus  and  Elasmobranchs,  consisting  of  a  main  axis  and 
lateral  rays,  as  a  starting-point.  Figs.  87  and  88  will  render  this 
statement  clear.  In  Fig.  88,  a  thick  line  (US)  is  seen  beginning 
at  II,  and  passing  through  F,  i,  c,  c,  2,  to  II.    This  is  the  main 


Fig    87 —Diagrammatic  Figures  to  show  the  Delations  of  the  Free 

Extremity  To  the  Trunk  in  Fishes  (A),  and  the  Higher  Vetebrates  (B). 
S,  pectoral  arch  ;  3ft,  metapterygium,  which  corresponds  to  the  mam  ulnar  ray 
'  *  \Ul);  Jid,  secondary  radial  ray. 

axis,  and  from  its  proximal  end  (at  H)  a  lateral  ray  passes  off 
through  T  t  to  I  A  second  series  of  lateral  rays  arises  from 
the  other  side  of  the  axis.  Thus  we  have  here  also  the  primitive 
biserial  form,  with  a  marked  preponderance  of  one  row  of  radii. 
At  the  same  time  it  must  be  borne  in  mmd  that  this  arrange- 
ment of  radii  on  an  axis  is  less  plainly  seen  in  the  embryonic  con- 
dition than  in  the  adult  limb,  and  we  must  therefore  speak  of 
the  Nations  of  these  parts  as  similar  rather  than  as  strictly 

homologous^  andh.nd_limbs  show  a  great  similarity  as  regards  the 
form  and  position  of  their  various  parts.  A  division  into  four  princi- 
ml  sections  can  always  be  recognised  :  m  the  case  of  the  fore-limb 
these  aS spoken  of  as  upper  arm  (brachium),  fore-arm  (anti- 
brachTum)  wrist  (carpus),  and  hand  (manus) ;  and  m  the 
bind  Hmb  as  thigh  (femur),  shank  cms),  ankle  (tarsus), 
^rl  foot  (LT  Wh  le  the  bone  of  the  upper  arm  (humerus) 
and      the(Pth  gh  (femur),  corresponding  probably  to  the  meta- 
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Fig.  88. — Posterior  Extremity  of  Ranodon  sibericus. 
11,  humerus ;  US,  axial  ray  ;  F,  fibula  ;  T,  tibia  ;  i,  intermedium  ;  t,  tibiale  ;  f, 
tibulare  ;  c,  c,  the  two  centralia  ;  1  to  6,  distal  tarsalia  ;  +,  traces  of  a  sixth  ray- 
within  tho  proximal  row  of  the  tarsus  ;  i"  to  V,  the  five  metatarsals. 


Fig.  89.— Right  Fore-arm,  Carpus,  and  Hand  of  Salamandra  maculosa. 

(From  above.) 

B,  radius  ;  U,  ulna  ;  r,  radiale  ;  i,  u,  intermedio-ulnare  ;  c,  centrale  ;  1  to  4,  first  to 
lourtn  carpaha  ;  Mc,  Mc,  metacarpals  ;  Ph,  phalanges  ;  /  to  IF,  first  to  fourth  fingers. 
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pterygium,  is  always  unpaired,  two  bones  are  present  in  the 
fore-arm  and  shank.  The  former  are  called  radius  and  ulna, 
and  the  latter  tibia  and  fibula.  The  hand  and  foot  may  also  be 
respectively  divided  into  two  sections,  a  proximal  metacarpus 
and  metatarsus,  and  a  distal  series  of  phalanges,  which  form 
the  skeleton  of  the  fingers  and  toes  (digits). 

Both  manus  and  pes  are  made  up  of  several  series  of  cylin- 
drical bones.  There  are  never  more  than  five  complete  series, 
which,  except  as  regards  number,  present  essentially  similar  primary 
relations  throughout  the  higher  Vertebrates.  The  skeleton  of  the 
carpus  and  tarsus,  each  of  which  always  consists  of  a  series  of  small 
cartilages  or  bones,  shows  much  variation,  but  the  following  may 
be  taken  as  a  ground-type.  Round  a  centrale,  which  may  be 
double,  is  arranged  a  series  of  other  elements,  in  which  three 
proximal,  and  a  varying  number  (four  to  six)  of  distal,  may  be  dis- 
tinguished. The  proximal,  in  correspondence  with  their  relations 
to  the  bones  of  the  fore-arm  and  shank  respectively,  are  spoken  of  as 
radiale  or  tibiale,  ulnare  or  fibulare,  and  intermedium; 
while  the  distal  are  called  carpalia  or  tarsalia  I  to  VI  (in  the 
narrower  sense).  They  are  counted  beginning  from  the  radial  or 
tibial  (pre-axial,  Huxley)  side  (Figs.  88  and  89). 


Fig.  90. — Right  Tarsus  of  Discoglossus  pictus.    (From  above.) 

Aa,  astragalus  ;  Ca,  calcaneum  ;  1  to  4,  the  four  separate  (cartilaginous)  tarsalia  on 
the  tibial  side,  in  relation  with  the  rudimentary  extra  finger  (/)  and  digits  1  to  3 
(II  to  IV)  ;  5  +  6,  fibrous  band  representing  the  tarsals  of  digits  Fand  VI; 
I,  rudimentary  extra  digit  on  tibial  side  ;  II  to  VI,  metatarsals  of  digits  1  to  5  ; 
t,  single  phalanx  of  the  extra  tibial  digit. 

Amphibia. — Whilst  the  anterior  and  posterior  extremities  of 
TJro  deles  are  formed  essentially  on  the  ground -plan  described  above 
(Figs.  87  to  89),1  in  the  case  of  the  Anura  the  radius  and  ulna  be- 

1  Numerous  secondary  fusions  of  the  individual  elements  of  both  carpus  and 
tarsus'  mav  however,  occur  ;  this  applies  also  to  the  Anura.  As  a  rule  the  anterior 
extremity  "is  only  provided  with  four  fingers,  though  there  are  reasons  for  supposing 
that  it  at  one  time,  like  the  posterior,  possessed  five  complete  fingers.  The  number  of 
phalanges  varies  in  different  Amphibians. 
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come  fused  together,  and  the  intermedium  is  wanting.  The  proximal 
row  of  the  tarsus,  moreover,  consists  of  only  two  cylindrical  bones, 
which  are-  usually  united  together  by  an  envelope  of  cartilage. 
One  of  these  corresponds  to  a  tibiale  plus  intermedium,  and  is 
called  the  astragalus;  the  other  or  calcaneum  answers  to  a 
fibulare  (Fig.  90,  Aa,  Co). 

In  the  distal  row  there  are  as  a  rule  four  separate  elements. 
Budiments  of  a  fifth  carpal,  as  well  as  of  an  extra  digit  on  the  radial 
side,  are  usually  present,  and  traces  of  an  extra  toe  are  also  seen  on 
the  tibial  side  of  the  tarsus. 

In  Anura,  the  metatarsals  and  phalanges,  between  which  the 
web  of  the  foot  is  stretched,  are  very  long  and  slender.  The  femur, 
as  well  as  the  bones  of  the  shank,  which  are  fused  together,  are 
also  exceedingly  long,  in  correspondence  with  the  mode  of 
progression  of  these  animals. 

The  skeleton  of  the  extremities  is  more  strongly  ossified  in 
Anura  than  in  Urodeles,  in  which  many  of  the  elements  remain 
cartilaginous. 

Reptiles. — Chelonians  and  Lizards  closely  resemble  Urodeles 
in  the  structure  of  the  carpus,  and  here  also  traces  of  the 


Fig.  91.— Right  Carpus  of  a  Young  Alligator  lucius.    (From  above. ) 

J{,  radius  ;  U,  ulna ;  r,  radiale  ;  u,  ulnare  ;  C,  centrale  ;  1  to  5,  the  five  carpalia,  as 
yet  unossified,  of  which  1  and  2,  as  well  as  3,  4,  and  5,  have  become  fused 
together  ;  f,  pisiform  ;  I  to  V,  the  five  metacarpals. 


former  possession  of  an  extra  finger  on  the  radial  side  are  to  be 
seen.    The  tibia  and  fibula  always  remain  separate.1 

In  Crocodiles,  which  possess  no  trace  of  an  intermedium,  the 
proximal  row  of  the  carpus  consists  of  two  hour-glass-shaped  bones 
—a  larger  radiale,  and  a  smaller  ulnare  (Fig.  91).  A  rudiment 
of  a  sixth  ray  is  present  on  the  outer  side  of  the  latter,  and  this 

1  In  Hattoria  alone,  amongst  existing  Reptiles,  a  double  centrale  is  present  in  the 
young  animal.  °     *  r 
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corresponds  to  the  so-called  pisiform  hone  of  Mammals.  The 
distal  row  of  carpals  is  much  less  developed  than  the  proximal. 

In  the  fossil  Flying  Reptiles  (Pterodactylus,  Rhamphorhynchus)  the  fourth 
finger  was  produced  into  a  long  jointed  rod,  which  supported  a  wing-like 
expansion  of  the  integument. 

In  all  Reptiles,  the  tarsus  undergoes  considerable  fusion, 
especially  in  its  proximal  portion,  and  leads  gradually  on  to  the 
type  seen  in  Birds.  Thus  in  Chelonians  and  Lizards  the  proximal 
tarsals  all  run  together  into  a  single  mass,  which  corresponds  to 
tibiale,  intermedium,  fibulare,  and  centrale.  Traces  of  an  extra 
radial  ray  are  also  present  here. 

In  the  distal  row  five  separate  tarsals  are  developed,  but  these 
may  unite  partly  with  one  another  (Chelonians),  and  partly  with  the 
corresponding  metatarsals  (Lizards),  and  thus  there  is  an  increas- 
ing tendency  for  the  movement  of  the  foot  to  take  place  by  means 
of  an  intertarsal  articulation,  as  in  Birds. 

In  Crocodiles,  there  are  two  bones  in  the  proximal  row  of 
the  tarsus,  one  of  which  corresponds  to  a  tibiale,  intermedium,  and 
centrale,  the  other  to  a  fibulare.  The  former  is  spoken  of  as  the 
astragalus,  the  latter  as  the  calcaneum,  and  on  ita  definite  heel 
(calcaneal  proces  s)  is  seen  for  the  first  time  in  the  animal  series. 
The  distal  row  consists  originally  of  four  small  cartilages,  but  these 
later  undergo  a  partial  reduction. 

Birds.— While  the  skeleton  of  the  manus  of  Archseopteryx  (Fig. 
92)  agrees  in  many  points  with  that  of  Reptiles,  that  of  existing 


Fig.  92.— Anterior  Extremity  of  Archmopteryx.    (After  C.  Vogt.) 

Birds  has  become  considerably  modified  by  adaptation  for  flight, 
and  correspondingly  reduced.  Of  the  five  carpals  of  the  embryo, 
the  threedistal  become  fused  with  the  corresponding  meta- 
carpals (Fig.  93,  Me,  Mc),  while  the  two  proximal  remain  separate 
as  a  adialS  and  an  ulnar e.  The  metacarpals  themselves  become 
Tn  part  united  together,  and  only  bear  a  very  limited  number  ol 
phalanges  at  their  free  ends. 

The  srll  sue  of  ?  - ^^^^SS^S^i 
prlvXt'  &2£S  Slid/not  haveU  a  6o„d  Be,  In 
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other  points  the  humerus,  radius,  and  ulna  correspond  closely  with  those  of 
existing  Birds.  There  was  only  one  carpal  (radiale),  and  the  manus  consisted 
of  three  free  metacarpals  and  digits,  of  which  the  first  possessed  two,  the 
second  three,  and  the  third  four  phalanges :  all  the  digits  were  provided 
with  claws  (Fig.  92). 

Ten  families  of  existing  Carinate  Birds  possess  the  same  number  (two)  ot 
phalanges  on  the  first  finger  as  Archaoopteryx,  the  distal  one  bearing  a  claw. 
Four  families  of  Carinatae  also  possess  three  phalanges  on  the  second  finger, 
like  Archajopteryx,  but  in  only  two  of  these  families  is  there  a  claw  on  this 
digit.  The  third  finger  in  all  existing  Carinates  has  only  one  phalanx,1  as 
compared  with  four  in  Archseopteryx,  and  this  never  bears  a  claw.  Amongst 
the  Ratitae,  Apteryx  and  Casuarius  possess  only  a  single  digit  (the  second), 
and  it,  like  the  first  finger  of  Struthio  and  Rhea,  is  provided  with  a  claw. 

The  strongly-developed  and  pneumatic  2  bones  of  the  arm  and 
fore -arm  stand  out  in  sharp  contrast  with  the  greatly  reduced 
skeleton  of  the  manus ;  and  the  anterior  extremities  in  most  Birds 
of  flight,  as  the  principal  organs  of  locomotion,  greatly  exceed  the 
posterior  in  size  (Fig.  93,  H,  B,  U). 


r 
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Fig.  93.— Anterior  Extremity  of  Blackbird  (Turdus  merula). 

B,  humerus  ;  .ft,  radius  ;  U,  ulna  ;  r,  radiale  ;  u,  ulnare  ;  Mc,  Mc,  the  three  meta- 
carpals, with  which  the  distal  row  of  carpals  has  united  ;  /  to  III,  the  three 
digits. 


The  tarsus  of  Birds  consists  in  the  embryo  of  three  elements, 
two  small  proximal  and  a  broader  distal.  The  former  (tibiale 
and  fibulare)  unite  later  with  the  distal  end  of  the  tibia,  thus 
forming  a  tibio-tarsus,  while  the  latter,  which  corresponds  to 
tarsalia  1  to  V,  becomes  included  in  the  base  of  the  metatarsus. 
Thus  the  foot  of  adult  Birds  no  longer  possesses  any  distinct  tarsal 
elements,  though,  as  in  Chelonians  and  Lizards,  the  foot  really 
moves  by  an  intertarsal  articulation.  Of  the  original  five  meta- 
tarsals, the  fifth  soon  disappears,  while  the  second,  third,  and  fourth 
become  united  with  one  another  and  with  the  distal  element  of 
the  tarsus  to  form  a  single  bone,  the  tarso-metatarsus  (Fig. 
94  Mt).  The  first  metatarsal  remains  to  a  greater  or  less  extent 
independent. 

sent  intw3  °fL^  a  cartikginous  rudiment  of  a  second  phalanx  is  pre- 

^^^^^^^^  *™  —^existing  Bids 
See  p.  262,  concerning  the  pneumatic  character  of  the  bones. 


108 


COMPARATIVE  ANATOMY. 


The  number  of  toes  varies  between  two  and  four  ;  that  of  the  phalanges 
is  normally  2,  3,  4,  5,  reckoning  from  the  first  to 'the  fourth  digit.  The  tibia, 
even  from  the  first,  greatly  exceeds  the  fibula  in  size. 

Palceontological  discoveries  prove  clearly  that  the  form  of  the  Bird's  tarsus 
has  been  gradually  evolved  from  that  of  Dinosaurian-like  forms. 

The  foot  of  Archseopteryx  was  very  similar  to  that  of  existing 
Birds,  though  the  primitive  separation  of  the  tarsal  elements  is 


Fig.  94.— Posterior  Extremity  of  Blackbird  (Turdus  morula). 

Fe,  femur  ;  T,  tibia,  united  with  the  fibula  (F) ;  t,*,  apophyses  of  the  tibia  and  meta- 
tarsus, corresponding  respectively  with  the  proximal  and  distal  tarsal-plate  :  the 
original  division  of  the  metatarsus  (Mt)  into  separate  bones  is  indicated  at  its 
distal  end  at  t  ;  I  to  IV,  first  to  fourth  digits. 

much  clearer,  and  marked  by  deeper  furrows.  The  first  metatarsal 
was  turned  slightly  outwards,  and  the  toe  itself  backwards,  like 
that  of  most  existing  Birds. 

Mammals.— In  Mammals  the  anterior  extremity  either 
remains  in  the  condition  of  a  simple  organ  of  locomotion,  or  it 
gives  rise  to  a  prehensile  organ.1  In  the  latter  case  the  radius  and 
ulna,  instead  of  being  firmly  connected  together,  remain  separate, 
and  'articulate  with  one  another.  The  movements  of  rotation 
which  are  thus  rendered  possible  are  spoken  of  as  pronation 
and  supination. 

»  In  Bats,  by  the  elongation  of  the  fingers,  between  which  a  wing-membrane  is 
stretched,  it  serves  for  flight. 
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The  carpus  and  tarsus  correspond  essentially  with  those  of 
Urodeles  aud  Chelonians,  and,  as  in  them,  certain  of  the  elements 
may  become  fused  together.  Thus  the  intermedium  and  tibiale 
as  a  rule  unite  to  form  an  astragalus,1  while  the  fourth  and 
fifth  carpals  become  fused  to  form  the  so-called  unciform  bone, 
and  the  corresponding  tarsals  give  rise  to  the  cuboid.  A 
centrale  is  always  present  at  an  early  stage  in  all  five-fingered 
Mammals,  but  as  a  rule  it  becomes  fused  later  with  the  radiale, 
as  in  the  case  of  the  Gorilla,  the  Chimpanzee,  and  Man,  though  it 
may  persist  (in  4  cases  per  cent.)  in  the  human  subject  throughout 
life.  In  the  tarsus  the  centrale  (navicular)  remains  distinct,  and 
usually  lies  on  the  inner  border  of  the  foot.  (Compare  p.  106  and 
small  type  below  for  mention  of  the  pisiform  bone.) 

A  considerable  modification  of  the  homologies  of  the  carpal  and  tarsal 
elements  described  above  must  be  expected  shortly.  The  results  of  recent 
researches  (Bardeleben,  Baur,  Albrecht)  on  this  subject  are  briefly  as 
follows  : — 

The  astragalus  corresponds  to  an  intermedium  as  well  as  to  another  element 
which  remains  independent  in  Marsupials,  but  in  other  forms  {e.g.  Man)  exists 
only  in  the  embryo,  and  unites  later  with  the  intermedium.  This  second  element 
is  either  to  be  looked  upon  as  a  first  centrale,  or  perhaps  as  a  second  inter- 
medium, and  is  represented  in  the  carpus  by  the  cuneiform  (ulnare).  The 
navicular  corresponds  to  the  scaphoid  of  the  Mammalian  carpus,  that  is, 
to  a  navicular  proper  plus  a  second  centrale.  The  pisiform  corresponds  to 
the  whole  calcaneum.  In  human  embryos  of  the  second  month  a  distinct 
cartilage  is  present  on  the  tibial  side  of  the  tarsus,  and  this  probably  answers 
to  a  small  bone  on  the  tibial  border  of  the  foot  of  Monotremes,  American 
Marsupials,  Edentates,  Carnivores,  Bodents,  Insectivores,  and  Monkeys.  This 
most  likely  corresponds  to  an  extra  (first)  toe  ("  prehallux,"  Bardeleben).  In 
the  animals  mentioned  above,  with  the  exception  of  Monotremes  and  the 
addition  of  Cheiroptera,  a  "  prepollex  "  is  also  present  in  the  manus,  consist- 
ing of  a  carpal  and  a  rudimentary  metacarpal.  The  distal  rows  of  the  carpus 
and  tarsus  correspond  as  regards  their  individual  elements.  That  the  unciform 
and  cuboid  originally  each  represent  two  elements2  (Bardeleben)  is  shown 
by  the  fact  that  two  digits  are  attached  distally  to  each,  and  that  in  Marsupials, 
Bodents,  and  Hyperooclon,  an  indication  of  a  division  into  two  parts  persists 
throughout  life.  Centetes  madagascariensis  alone  has  a  double  centrale  in  the 
carpus.3 

It  is  interesting  to  note  the  reduction  which  has  taken  place  in  the  feet 
of  Ungulates  in  the  course  of  time.  In  Fig.  95  sketches  of  the  stages  in  the 
phylogenetic  development  of  the  fore-foot  of  the  Horse  are  given,  showing 
how  it  has  been  gradually  derived  from  a  tetra-  or  pentadactyle  ancestor. 
While  in  this  case  the  third  digit  becomes  greatly  enlarged  relatively  (per- 
issodactyle  form),  and  eventually  is  the  only  one  remaining,  in  cloven-footed 
Ungulates  the  third  and  fourth  digits  are  both  functional,  and  equally  strongly 
developed  (artiodactyle  form),  and  may  be  united  together  to  form  a 


1  In  Marsupials  only  does  the  intermedium  remain  as  an  independent  bone.  In 
the  human  embryo  it  exists  as  an  independent  cartilage,  but  later  almost  always 
becomes  fused  with  tho  tibiale. 

2  According  to  Baur,  the  cuboid  and  unciform  arise  each  as  a  single  mass, 
their  double  condition  being  secondary. 

3  Baur  states  that  a  double  centrale  is  never  present  in  any  Mammalian 
embryo. 
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"  cannon-bone,"  while  tlie  others  are  gradually  reduced.  A  similar  reduction 
takes  place  in  the  hind-foot,  and  is  here  as  a  rule  more  rapid. 

As  far  back  as  the  Eocene  period  Ungulates  were  separated  into  Perisso- 
and  Artiodactyles  ;  a  long  series  of  ancestors  is  hereby  indicated. 


1 
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Fig.  95.— Fore-Foot  of  Ancestral  Fobms  of  the  Horse.  1.  Oeohippits 
(Eocene).  2.  Mesohippus  (Upper  Eocene).  3.  Miohippus  (Miocene).  4.  Proto- 
hiptos  (Upper  Pliocene).    5.  Pliohippus  (Uppermost  Pliocene).    6.  Equus. 
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Fig  96.— Skeleton  of  the  Left  Fore-Limb  of  A,  Pig  ;  B, ^  Hyomoschus  ;  C, 
Tragulus  ;  D,  Roebuck  ;  E,  Sheep  ;  F,  Camel.    (From  Bell,  after  Garrod.) 

The  tibia  is  the  most  important  bone  of  the  shank,  just  as  the 
radius  is  of  the  fore-arm,  and  the  thigh  is  usually  shorter  than  the 
shank  A  sesamoid  bone  developed  in  the  distal  tendons  of  the 
great  extensor  muscles  of  the  shank  is  known  as  the  knee-cap  or 
patella.    This  is  already  present  m  Lizards  and  Birds. 
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The  number  of  phalanges  is  similar  in  both  band  and  foot :  in 
the  first  elicit  there  are  only  two,  while  in  the  others  there  are 
three.  An  exception  to  tbis  rule  is  seen  in  Cetacea,  in  which  the 
phalanges  are  numerous. 
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C.  MUSCULAR  SYSTEM. 


The  muscles,  commonly  spoken  of  as  flesh,  may  be  divided 
into  two  groups,  according  to  their  histological  character,  namely, 
into  those  with  smooth,  and  those  with  transversely-striated  fibres. 
The  former  are  phylogenetically  the  older,  and  are  to  be  looked 
upon  as  the  precursors  of  the  latter. 

The  smooth  involuntary  muscle-fibres  preponderate  in  the 
viscera,  derma,  and  vessels,  and  are  not  under  the  control  of  the 
will ;  the  striated  or  voluntary  muscles  occur  principally  in  the 
body-walls  and  organs  of  locomotion,  and  are  almost  without 
exception  under  the  control  of  the  will.  The  following  general 
statements  refer  exclusively  to  the  latter  kind  of  muscles. 

In  its  simplest  form,  an  origin,  a  belly,  and  an  insertion, 
may  be  distinguished  in  each  muscle.  The  muscles  of  the  trunk 
are  as  a  rule  flat,  while  those  of  the  extremities  have  usually  an 
elongated,  cylindrical,  or  prismatic  form.  In  some  cases,  however, 
they  assume  the  most  various  shapes  ;  for  instance,  there  may  be 
more  than  one  origin  (bicipital,  tricipital,  or  quadricipital  forms), 
the  belly  may  be  double  (biventral  or  digastric  form),  or  the  muscle 
may  be  saw-shaped,  or  have  its  fibres  arranged  in  a  single  or  double 
series  like  a  feather. 

All  the  muscles  are  surrounded  by  fibrous  sheaths,  or  tascise, 
by  means  of  which  they  are  more  or  less  firmly  connected  with 
one  another  (intermuscular  septa)  and  with  the  integument  and 
skeleton. 

A  nmscle  may  undergo  very  considerable  modification  both  in  form 
and  position  by  a  change  of  origin  and  insertion,  by  division  intermediate 
tendons  dividing  it  into°two  or  more  parts),  or  by  ^^^Kg^^ 
may  thus  give  rise  to  one  or  more  new  independent  muscles.  If  the  action  of  a 
mukle  becomes  unnecessary,  it  either  disappears  partly  or  entirely  or  what 
remains  of  it  contributes  to  the  strengthening  of  a  neighbouring  muscle 

In  the  embryo,  the  individual  groups  of  muscles  {e  g.  the  flexor  sublimis 
and  profundus,  and  the  masticatory  muscles)  are  not  at  first  separate  from  one 
another,  but  consist  of  a  uniform  (mesoblastic)  blastema,  the  splitting  of  which 
Xs  nlace  later  bv  the  ingrowth  of  fibrous  septa.  In  this  manner  the  indi- 
^^^difextmfiated,  and  they  gracfually  become  more  distinct  by 
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use,  that  is,  in  post-embryonic  time.  Certain  muscles  may  disappear  in  the 
course  of  development,  and  changes  of  position  may  also  take  place. 

Wherever  a  marked  friction  occurs,  ossifications  (sesamoids)  may  become 
developed  in  the  course  of  a  muscle  or  tendon.  The  muscle  thus  gains  an 
extra  point  of  attachment,  and  a  single-jointed  lever  is  converted  into  a 
double-jointed  one. 

The  higher  one  passes  in  the  animal  scale,  the  more  numerous 
do  the  differentiations  of  the  muscular  system  become,  and  the 
more  varied  its  relations  to  the  skeleton.  One  portion,  the  dermal 
musculature,  which  is  sometimes  not  largely  developed,  always 
shows  an  independence  as  regards  the  rest  of  the  muscular  sys- 
tem, though  this  independence  is  as  a  rule  acquired  secondarily. 
Developed  to  a  very  slight  extent  in  Fishes  and  Amphibia,  the 
dermal  musculature  is  of  great  importance  in  Reptiles  and  Birds  on 
account  of  its  relations  to  the  scutes,  scales,  and  feathers.  It  reaches 
its  greatest  development  amongst  Mammals,  where  it  may  extend 
over  the  back,  head,  neck,  and  flanks  (Echidna,  Dasypus,  Pinni- 
pedia,  Erinaceus,  &c).  In  Man,  only  a  slight  rudiment  is  found  of 
it  in  the  shape  of  the  platysma  myoides,  wbich  extends  over 
the  neck  and  part  of  the  breast  and  face. 


MUSCULATURE  OF  THE  SKELETON. 

MUSCLES  OF  THE  TRUNK. 

Under  this  head  are  included  all  the  muscles  of  the  body 
which  remain  after  the  removal  of  tbose  connected  with  the  limbs. 
They  arise  from  the  muscle-plates  of  the  embryo, — that  is,  from  the 
outer  parts  of  the  mesoblastic  somites,1  and,  particularly  in  higher 
types,  may  be  separated  into  various  groups,  viz.,  a  cranial  and 
visceral,  a  dorsal  and  ventral. 

Fishes  and  Amphibia. — In  Fishes  and  the  lower  Amphibia 
the  dorsal  and  ventral  groups  of  muscles  form  a  uniform  mass, 
which  is  spoken  of  as  the  lateral  body -muscle  (M.  lateralis). 
On  each  side  of  the  body  this  consists  of  two  portions,  a  dorsal 
and  a  ventral,  which  meet  together  laterally,  as  well  as  in  the 
mid-dorsal  and  ventral  lines  (Fig.  97,  D,  V),  and  which  are  made  up 
of  a  great  number  of  metamerically  arranged  portions  (myotomes 
or  myocommata),  separated  from  one  another  by  connective- 
tissue  septa  (Fig.  97,  M,  M).  Along  the  latter,  ribs  may  be 
developed,  and  thus  a  much  greater  degree  of  firmness  is  attained. 

Inis  metamenc  arrangement  "of  the  musculature  of  the  trunk 
which  has  such  an  important  relation  to  the  spinal  nerves  as  well 

r^MSe£SS^£i.  sub-vertebral,  cutaneous,  and  diaphragmatic  muscles, 
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as  to  the  segmentation  of  the  axial  skeleton,  forms  a  character- 
istic feature  in  Vertebrates,  and  distinct  indications  of  it  may  be 
traced  in  all  representatives  of  the  group  up  to  Man. 


MM  fr  OB 
Fig.  97. — Lateral  Muscles  of  Amphioxus. 

D,  dorsal,  and  V,  ventral  portions  ;  M,  M,  the  individual  myotonies  ;  QB,  transverse 
muscles  of  abdominal  region  ;  G,  cirrhi ;  F,  F1,  tail-fin. 


Mo 


RM 


Fig.  98.— The  Entire  Musculature  of  Sircdon pisciformis. 


LI,  lateral  line.  ;  D,  dorsal,  and  .V.  ventral  portion  of  caudal  muscles  ;  RM,  dorsal 
portion  of  lateral  muscles  of  the  trunk  ;  0,  0,  outermost  layer  of  the  external 
oblique  muscle,  arising  from  the  lateral  line,  and  extending  to  the  fascia,  A  ;  at 
a  piece  of  this  layer  is  removed,  exposing  the  second  layer  of  the  muscle  (Ub)  ;. 
at  Re  the  oblique  fibres  of  the  latter  pass  into  longitudinal  fibres,  indicating  the 
beginning  of  the  differentiation  of  a  rectus  abdominis  ;  at  Re1  the  rectus-system 
is  seen  passing  to  the  visceral  skeleton  ;  Mc,  fibrous  partitions  between  the  myo- 
tomes of  the  dorsal  portion  of  the  lateral  muscles  ;  T,  temporal  ;  Ma,  masseter  ; 
Da,  digastric  ;  Mh\  mylohyoid  (posterior  portion)  ;  Ce,  external  eeratohyoid 
muscle  :  Lv,  levator  arcuum  branchialium  ;  fit,  levator  branchiarum  ;  Cph, 
cervical  origin  of  the  constrictor  of  the  pharynx  ;  Th thymus  gland  ;  U 
latissimns  dorsi  ;  JDs,  dorsalis  scapulae  ;  Cu,  cucnllans  ;  S3,  suprascapula  ,  Ph, 
procoraco-humeralis. 

The  cranio-visceral  musculature  is  to  be  looked  upon  as  having 
been  derived  out  of  the  lateral  muscles  in  consequence  ol  the 
development  of  the  visceral  skeleton. 

It  may  be  asserted  as  a  general  rule  that _ the  dorsal  portion  of 
the  lateral  muscles  of  the  trunk -except  m  the  caudal  region, 
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where  the  uniform  character  persists  both  dorsally  and  ventrally, 
— retains  throughout  more  primitive  relations  than  does  the  ventral, 


Fig.  99.— The  Musculatuiie  ox  Siredon  pisciformis.    (From  the  ventral  side.) 


0'  °  t£S  af;°f  S  exte"f  -.Passing  into  the  fascia,  which  is  sbown  cut 

tniough  at  1<  ;   Ob,  second  layer  of  the  same  muscle  •  Rr  renh™  „tTJ i     •  • 
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Thus,  even  in  many  Fishes,  differentiations  occur  on  the  ventral 
side  which  biing  about  the  formation  of  straight  and  oblique 
abdominal  muscles  (rectus  et  obliqui  abdominis). 

This  differentiation  is  carried  further  in  certain  Dipnoi,  and 
is  still  more  marked  in  tailed  Amphibians.  In  the  latter  the 
ventral  muscles  of  the  trunk  become  split  into  four  layers,  and  in 
the  higher  types, — such  as  the  sexually-mature  Salamander  and 
Triton, — a  rectus  abdominis  lying  right  and  left  of  the  median 
line  is  plainly  differentiated  (Fig.  99,  Be,  Be). 

The  outermost  layer  of  the  lateral  muscles  of  the  abdomen 
does  not  appear  to  be  retained  in  the  higher  types ;  the  other  three- 
layers  however  remain,  and  are  distinguished  from  without  in- 
wards, according  to  the  direction  of  their  fibres,  as  external  and 
internal  oblique,  and  trans versalis  (Figs.  98,  99,  0,  Ob). 

The  external  and  internal  obliques  extend  from  the  visceral  skeleton, 
that  is,  from  the  floor  of  the  mouth,  to  the  pelvic  arch,  the  former  even 
being  directly  continuous  with  the  musculature  of  the  tail  (Fig.  98)  ;  the 
transversalis  ceases  in  the  region  of  the  heart,  and  stands  in  the  closest 
relation  with  the  fascia  transversalis  and  the  peritoneum,  on  the  outer  side  of 
which  it  lies.  A  similar  arrangement  is  seen  in  all  Vertebrates  from  the 
Urodeles  onwards.  . 

The  muscular  system  of  the  trunk  of  Anura  shows  a  negative  condition 
as  compared  with  that  of  Urodeles  as  above  described  :  the  lateral  muscles  of 
the  abdomen  consist  of  two  layers  only,  and  their  metameric  arrangement  seen 
in  the  larva  becomes  later  more  and  more  obliterated.  The  rectus  abdominis 
is  always  well  differentiated,  and  possesses  a  varying  number  of  myocommata. 

Reptiles.— In  Reptiles,  the  lateral  muscles  of  the  trunk  attain 
a  much  higher  grade  of  development.  This  is  to  be  accounted 
for  by  the  more  perfect  form  of  the  skeleton,  more  especially  of 
the  ribs  and  pectoral  arch.  The  ribs  and  intercostal  muscles  now 
play  an  important  part  in  respiration,  and  changes,  necessitated  by 
the  more  important  development  of  the  lungs,  are  thus  brought 

ab°The  distinction  between  thoracic  and  abdominal  regions  becomes 
gradually  more  plainly  marked,  and  distinct  external  and  inter- 
nal intercostal  muscles  are  now  differentiated.  In  the  lumbar 
region  the  ribs  become  gradually  withdrawn  from  . the  muscles  lying 
between  them  ;  the  muscles  thus  lose  their  intercostal  charac- 
ter and  form  connected  sheets,  extending  between  the  last  pair 
of  'ribs  and  the  pelvic  arch  {e.g.  the  quadratus  lumborum, 
which  lies  close  against  the  vertebral  column,  and  the  obliqui) 

The  rectus  abdominis,  which  is  always  well  developed  be- 
comes divided  into  three  portions— a  ventral,  an  internal  (a 
subdivision  of  the  latter),  and  a  lateral. 

While  no  important  differentiation  is  not.ceable  in  the  dorsal 
portion  of  the  lateral  body-muscles  in  Urodeles,  a  great  sub- 
div  ion  of  these  muscles  is  seen  in  Reptiles  In  them  may  be 
A  Itinonished  a  lono-issimus,  an  ileocostahs,  interspinals, 
semis^inafes!  muftifidi,  splenii,  and  levatores  costarum, 
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together  with  the  scaleni,  which  belong  to  the  last-mentioned 
group. 

The  muscles  of  the  main  part  of  the  tail  retain  primitive  rela- 
tions similar  to  those  seen  in  Fishes :  at  the  root  of  the  tail, 
however,  new  muscles  become  differentiated. 

Birds. — In  Birds  the  primitive  character  of  the  trunk-muscles 
has  disappeared  far  more  than  in  Eeptiles. 

This  is  mainly  to  be  accounted  for  by  the  excessive  develop- 
ment of  the  muscles  of  the  anterior  extremity, — the  pectoralis 
major  more  particularly, — and  the  corresponding  backward 
extension  of  the  breast-bone. 

External  and  internal  oblique  muscles  are  present,  but  only 
slightly  developed :  this  is  more  particularly  true  of  the  inter- 
nal, which  appears  to  be  undergoing  degeneration.  No  trace  of 
a  trans versalis  can  be  distinguished,  but  on  the  other  hand,  a 
paired,  unsegmented  rectus  is  present. 

External  and  internal  intercostals  are  well  developed,  and  a 
triangularis  sterni  appears  for  the  first  time  on  the  inner  surface 
of  the  sternal  ends  of  the  ribs. 

The  dorsal  portion  of  the  trunk  musculature  is  only  slightly 
developed  in  the  region  of  the  body,  though  very  strongly  marked 
in  the  neck. 

All  these  modifications  in  Birds  seem  to  be  accounted  for  by 
the  great  specialisation  of  the  mechanisms  for  flight  and  respira- 
tion, to  assist  which  the  greatest  possible  number  of  muscles  are 
brought  into  play,  and  which  thus  greatly  influence  the  whole 
organism  :  an  essential  difference  is  thus  brought  about  between 
Birds  and  Reptiles. 

Mammals. — Three  lateral  abdominal  muscles  are  present  in 
Mammals,  an  external  and  internal  oblique  and  a  trans- 
versalis.  Except  in  a  single  instance  (Tupaia),  they  are  entirely 
unsegmented,  and  consist  of  broad  uniform  plates  of  muscle.  To- 
wards the  middle  line,  they  pass  into  strong  aponeuroses,  which  en- 
sheath  the  rectus  abdominis.  The  latter  consists  of  a  single  band 
on  each  side,  and  possesses  a  varying  number  of  myocommata;  it 
is  no  longer  connected  with  the  axial  muscles  of  the  neck  belong- 
ing to  the  same  system  (sternohyoid,  sternothyroid,  &c),  as  is  the 
case  in  Urodeles,  for  the  sternum  is  always  interposed  between 
them,  as  it  is  in  Sauropsida. 

In  Mouotremes  and  Marsupials,  a  strong  pyramidalis  mus- 
cle hes  on  the  ventral  side  of  the  rectus  abdomnis.  It  arises  from 
the  inner  border  of  the  "marsupial  bones"  (epipubes),  stands  in 
important  relation  to  the  pouch  (marsupium),  and  may  extend 
orwards  as  far  as  the  sternum.  In  the  higher  Mammals,  where 
tne  epipubes  are  absent,  the  pyramidalis  becomes  greatly  reduced 
or  entirely  lost.    Traces  of  it  are,  however,  commonly  to  be  met 
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with  as  far  as  the  Primates,  always  arising  from  the  anterior  border 
of  the  pubis,  right  and  left  of  the  middle  line. 

The  external  and  internal  oblique  muscles  are  to  be  met  with 
in  the  thoracic  region  in  Mammals,  as  in  Sauropsida,  in  the  form 
of  external  and  internal  intercostals. 

What  has  been  said  above  as  to  the  differentiation  of  the 
dorsal  portion  of  the  trunk-muscles  in  Reptiles,  applies  also  in 
its  essentials  for  Mammals. 


MUSCLES  OF  THE  VISCERAL  SKELETON  AND  HEAD. 

The  common  origin  of  the  muscles  of  the  visceral  skeleton  and 
the  ventral  trunk  musculature  may  be  much  more  easily  proved  than 
that  of  the  cranial  muscles  with  the  latter  system.  The  muscles 
of  the  head  may  be  divided  into  two  sections,  viz.  facial  muscles 
and  muscles  of  the  jaws. 

Fishes. — Leaving  out  of  consideration  the  Cyclostomes,  which 
show  a  remarkable  transformation  of  the  cranio-visceral  muscula- 
ture in  correspondence  with  their  peculiar  cranial  skeleton  (sucto- 
rial apparatus)  and  branchial  basket,  these  muscles  in  Elasmo- 
branchs  may  all  be  regarded  from  the  same  standpoint.  They 
may  be  divided  into  the  following  four  groups  or  systems  : — 

1.  Superficial  circular  muscles. 

2.  Upper  adductors  of  the  arches. 

3.  Middle  flexors  of  the  arches. 

4.  Ventral  longitudinal  muscles. 

The  latter  group  occupies  a  more  independent  position  than 
the  other  three,  which  are  more  closely  connected  together. 

The  superficial  circular  muscle,  receiving  its  nerve-supply  from 
the  vagus,  glossopharyngeal,  facial,  and  trigeminal  (third  division) 
acts  essentially  as  a  constrictor;  it  narrows  the  entire  oral  and 
pharyngeal  cavities,  closes  the  gill-clefts,  and  elevates  the  whole 
visceral  skeleton,  together  with  the  floor  of  the  mouth  and 
pharynx. 

The  main  mass  of  the  upper  and  middle  flexors  is  supplied  by 
the  vagus  and  glossopharyngeal,  and  their  muscles  act  essentially 
as  adductors  of  the  branchial  arches,  bringing  them  nearer 
to  one  another. 

The  ventral  longitudinal  muscles,  supplied  bytne  first 
and  second  spinal  nerves,  are  to  be  looked  upon  as  a  direct  con- 
tinuation of  the  ventral  portion  of  the  trunk -muscles,  that  is, 
of  the  rectus-system,  which  is  to  a  certain  extent  undifferentiated 
in  Fishes.  Like  the  rectus,  these  muscles  possess  tendinous  inter- 
sections and  they  extend  from  the  anterior  border  of  the  pectoral 
arch  forwards  to  the  lower  jaw,  or  only  to  the  hyoid  arch  (coraco- 
mandibular  and  coraco-hyoid  muscles). 
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The  structure  of  the  cranio-visceral  musculature  of  Teleostei 
differs  considerably  from  that  roughly  sketched  out  above,  so  that 
the  different  groups  of  muscles  must  be  arranged  m  an  entirely 
different  manner.  Thus  the  following  divisions  may  be  distin- 
guished :— (1)  Muscles  of  the  jaws  ;  (2)  muscles  of  the  dorsal, 
and  (3)  muscles  of  the  ventral  ends  of  the  visceral  arches. 

Each  of  these  groups  may  again  be  subdivided,  but  further 
details  about  their  arrangement,  which  is  often  very  complicated, 
cannot  be  given  here. 

Amphibia. — It  is  to  be  expected,  a  priori,  that  the  muscula- 
ture of  the  visceral  skeleton  should  be  more  highly  developed  in 
gill-breathing  than  in  lung-breathing  Amphibians ;  we  thus  find 
that  in  the  former,  more  primitive  relations  are  met  with,  connecting 
them  with  lower  forms,  while  in  the  latter  a  greater  modification, 
or  rather  reduction,  of  these  muscles  takes  place. 

Between  the  two  rami  of  the  lower  jaw  there  lies  a  muscle 
with  transverse  fibres  (the  mylohyoid),  supplied  by  the  third 
division  of  the  trigeminal  and  the  facial;  this  represents  the  last 
remnants  of  the  constrictor  muscle  of  Fishes.  As  the  elevator  of 
the  floor  of  the  mouth,  it  stands  in  important  relation  to  respira- 
tion and  deglutition,  and  is  retained  throughout  the  rest  of  the 
Vertebrata  up  to  Man  (Fig.  98,  99,  Mh,  Mh1). 

A  continuation  of  the  trunk-musculature  (the  omo-,  sterno-,  and 
genio-hyoid)  provided  with  tendinous  intersections,  lies  above  the 
mylohyoid  (Fig.  99,  Be1,  Gh).  These  muscles,  which  serve  to  pull 
the  visceral  skeleton  forwards  and  backwards,  are  supplied  by  the 
first  and  second  spinal  nerves. 

In  contrast  to  Fishes,  there  is  in  Amphibia  a  definite  differen- 
tiation into  muscles  of  the  tongue,  that  is,  into  a  hyoglossus 
and  a  genioglossus,  but  these  also  must  be  considered  as  having 
been  derived  from  the  anterior  end  of  the  ventral  muscles  of  the 
trunk ;  they  are  present  in  all  Vertebrates,  from  the  Amphibia 
onwards,  and  are  supplied  by  the  hypoglossal  (the  first  spinal  nerve 
of  Amphibians). 

In  the  Perennibranchiata  and  in  Salamander  larvae  the  muscles 
of  the  hyoid  and  of  the  visceral  arches  may,  by  analogy 
with  Fishes,  be  divided  into  a  ventral  and  a  dorsal  group :  the 
latter  disappears  in  adult  Salamanders  and  Anura,  only  the  ventral 
persisting.  Their  function  is  to  raise  and  depress  the  branchial 
arches,  as  well  as  to  draw  them  forwards  and  backwards.  To  these 
may  be  added  constrictors  of  the  pharynx  as  well  as  (in» gill- 
breathing  animals)  levators,  depressors,  and  adductors  of  the 
external  gill  filaments  (Figs.  98  and  99).  They  are  innervated 
by  the  vagus  and  glossopharyngeal. 

The  jaw-muscles  may  be  divided  into  a  depressor  (digastric, 
or  biventer  mandibular  Fig.  98,  Dg),  supplied  by  the  facial,  and 
into  elevators  of  the  lower  jaw  (masseter,  temporal,  and  pterygoid 
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muscles,  Fig.  98,  Ma,  T),  supplied  by'  tlio  third  division  of  the 
trigeminal.  All  these  muscles,  which  may  be  derived  from  the 
adductor  of  the  mandible  of  Elasmobranchs  and  Ganoids,  arise 
from  the  auditory  region  of  the  skull. 

Amniota. — With  the  simplification  of  the  visceral  skeleton  in 
Amniota,  there  is  a  considerable  reduction  of  the  musculature 
belonging  to  it.  All  muscles  connected  with  branchial  respiration 
are  of  course  wanting,  and  the  ventral  trunk-muscles,  as  men- 
tioned above,  are  always  interrupted  in  their  forward  extension 
by  the  sternum  and  pectoral  arch.  At  the  same  time,  the 
muscles  along  the  neck  and  on  the  floor  of  the  mouth  met  with  in 
Amphibia  are  present  here  also;  they  are  the  mylo-,  sterno-, 
omo-,  and  genio-hyoid,  as  well  as  the  hyoglossus  and  genio- 
glossus.  To  these  may  be  also  added  a  sterno-thyroid,  and  a 
thyro-hyoid,  continued  forwards  as  a  prolongation  of  the  former. 

The  stylo-hyoid,  stylo-glossus,  and  stylo-pharyngeus  of  Mammals, 
arising  from  the  styloid  process  and  stylo-hyoid  ligament,  and  undergoing 
numerous  variations,  are  neomorphs.  They  are  supplied  partly  hy  the  facial, 
partly  by  the  glossopharyngeal,  and  act  as  retractors  of  the  tongue  and 
levators  of  the  pharynx  and  hyoid. 

The  muscles  of  the  jaws  resemble  those  of  Amphibia, 
although,  especially  in  the  case  of  the  pterygoids,  they  are  much 
more  sharply  differentiated,  and  are  throughout  more  strongly 
developed.  (A  secondary  subdivision  of  the  muscles  may  occur 
in  Birds  and  Reptiles,  as  for  instance  in  the  case  of  the  temporal 
muscle.) 

The  facial  muscles,  forming  a  marked  feature  for  the  first  time 
in  Mammals,  arise  originally  in  the  neighbourhood  of  the  eyes, 
mouth,  nose,  and  ears,  around  which  they  are  principally  grouped 
throughout  life  ;  they  are  thus  connected  with  the  most  important 
organs  of  sense.  They  are  supplied  by  the  facial  nerve,  and  attain 
their  greatest  development  in  Primates. 

Following  in  the  lines  laid  clown  by  Gegenbaur  in  his  Lelirbuch  der 
Anatomie  des  Menschen  on  the  origin  of  the  facial  muscles,  G.  Kuge  has  made 
detailed  researches  on  the  facial  musculature  of  Lemurs,  from  which  he  arrives 
at  the  following  results. 

The  fact  that  all  the  muscles  supplied  by  the  facial  nerve  belong  to 
the  same  series  indicates  that  those  related  to  the  visceral  skeleton,  and 
having  originally  nothing  to  do  with  the  face,  which  are  supplied  by  the  same 
nerve,  must  have  shifted  "upwards  from  the  region  of  the  lower  jaw  and  neck, 
so  as  to  come  into  close  relation  with  the  soft  parts  surrounding  the  apertures 
of  the  ear  and  mouth,  that  is,  to  the  secondarily-formed  lips  and  external 
ear.  From  these  points  they  extended  further,  taking  on  new  relations  to  the 
eye,'  nasal  aperture,  and  frontal  and  temporal  regions.  The  muscu- 
lature further  extended  to  the  parietal  region,  the  parts  of  it  in  front  of  the 
aperture  of  the  ear  arising  from  the  frontal  and  temporal  regions,  those  behind 
it  from  the  occipital  region.  The  upward  change  of  position  of  the  musculature 
thus  took  place  along  two  lines— in  front  of,  and  behind  the  car,  as  is 
proved  by  its  innervation,  to  be  described  directly. 
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Into  all  these  regions  the  facial  nerve  extended,  forming  divergent  branches 
and  plexuses  :  a  posterior  (occipital)  and  fonr  anterior  (temporal,  maxil- 
lary, mandibular,  and  a  branch  to  the  posterior  belly  of  the  biventer  muscle) 
main  branches  may  be  distinguished. 

The  complexity  of  the  branching  of  the  facial  nerve  is  thns  proportionate 
to  that  of  the  facial  muscles,  and  ij  most  marked  in  Primates,  in  which  the 
musculature  gradually  takes  on  new  origins  corresponding  to  the  more  and 
more  highly  differentiated  cranial  skeleton. 

The  platysma  myoides  thus  forms  the  matrix  for  the  facial 
muscles,  and  it  represents  the  remnant  of  a  musculature  continued 
forwards  to  the  head,  which  has  retained  (e.g.  in  Man)  an  undifferentiated 
form  in  the  neck  (Gegenbaur). 

Besides  the  formation  of  new  independent  muscles,  modifications  of  certain 
of  the  facial  muscles  also  took  place,  which  resulted  in  their  more  or  less 
complete  degeneration.  Thus  they  have  become  replaced  by  tendinous 
aponeurotic  regions  (viz.  the  fascia  temporalis,  parotideo-masseterica,  and  the 
galea  aponeurotica  of  Man),  or  even  entirely  obliterated. 

Besides  the  platysma  myoides  there  is  a  second  deeper  dermal  system  of 
muscles  of  the  neck,  the  sphincter  colli.  This,  like  the  platysma,  also  takes 
on  secondary  relations  to  the  head,  and  gives  origin  to  the  levator  labii  superi- 
oris  proprius,  levator  anguli  oris,  sphincter  oris,  depressor  tarsi,  buccinatorins, 
and  the  proper  muscles  of  the  nose.  The  facial  muscles  not  mentioned  here 
arise  from  the  system  of  the  platysma. 


MUSCLES    OF   THE  APPENDAGES. 


The  following  important  factors  must  be  taken  into  consi- 
deration with  regard  to  the  muscles  of  the  appendages :  (1)  the 
homologies  of  the  parts  of  the  skeleton ;  (2)  the  relative  positions 
of  the  neighbouring  soft  parts  ;  and  (3)  the  nerve-supply. 
t  The  most  primitive  condition  of  the  muscles  of  the  extremities 
is  met  with  in  Dipnoi,  more  particularly  in  Ceratodus.  In  this 
case,  the  musculature  of  each  surface  of  the  fin  forms  a  uniform 
mass,  there  being  hardly  any  indication  of  a  separation  into  definite 
layers  and  groups.  E very th  ing  goes  to  prove  that  a  1 1  t  h  e  m  u  s  c  1  e  s 
oi  the  appendages  are  to  be  looked  upon  as  derivatives 
oi  the  lateral  muscles  of  the  trunk. 

■  Two  principal  groups  of  appendicular  muscles  may  always 
be  distinguished;  one  lying  in  the  region  of  the  pectoral  and 
pelvic  arches,  the  other  in  the  free  extremity. 

In  the  tins  of  Fishes,  very  simple  conditions  of  the  muscles 
are  met  with  •  m  Amphibia,  on  the  other  hand,  in  correspondence 
with  the  more  highly-differentiated  organs  of  locomotion,  con- 
sumable complication  is  seen,  and  there  is  a  much  more  marked 

eE  s°  th'n  7  du^m^es,  ooireBponding  with  the  different 
sections  of  the  extremity.  In  Fishes,  only  simple  elevators 
depressors,  and  adductors,  for  moving  the  extremity  as  a 

wt:i;rrfisr*  w+ile  from  Amphibia 

?ffl  rf  trf"ten'0rrt  adductors  of  the  upper  arm 
and  thigh,  of  the  fore-arm  and  shank,  and  of  the  hand  and  foot 
The  digits  are  also  moved  by  a  highly- differentiated  muscuTature 
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In  cases  where,  as  in  Primates,  the  'anterior  extremity  is  con- 
verted into  a  prehensile  organ,  new  groups  of  muscles  appear, 
known  as  pronators  and  supinators.  The  former  are  derived 
from  flexors,  the  latter  from  extensors. 

On  account  of  the  relatively  small  amount  of  movement  of 
the  pelvic  arch  as  compared  with  the  pectoral  arch,  one  would 
naturally  not  expect  similar  groups  of  muscles  connected  with 
these  two  regions :  entirely  different  relations  are  here  frequently 
to  be  met  with. 


DIAPHKAGM. 

The  first  traces  of  a  muscular  partition-wall  between  the 
thoracic  and  abdominal  cavities  are  to  be  met  with  in  Urodeles. 
In  them  we  find  circular  and  semicircular  fibres  of  the  transversalis 
muscle  passing  inwards  between  the  pericardium  and  the  liver.  In 
Chelonians,  and  more  particularly  in  Crocodiles  and  Birds,  where 
the  muscular  fibres  concerned  in  the  formation  of  the  partition 
arise  from  the  ribs,1  the  indications  of  a  diaphragm  are  much 
plainer,  but  there  is  not  a  complete  separation  into  thoracic  and 
abdominal  cavities.  A  complete  dome-shaped  diaphragm,  arising 
from  the  vertebral  column,  ribs,  and  sternum,  appears  first  in 
Mammals,  and  is  of  great  importance  in  respiration,  as  it  allows 
of  a  lengthening  of  the  thoracic  cavity  in  a  longitudinal  direc- 
tion. It  is  supplied  by  the  phrenic  nerve,  which  arises  from  one 
(4th  to  6th)  of  the  cervical  nerves,  and  usually  consists  of  two 
parts,  a  pericardial  and  a  pleural,  arising  independently  of  one 
another.  The  former  is  fibrous,  and  forms  the  central  tendon, 
while  the  latter  is  muscular.  In  some  cases  (e.g.  Echidna,  Pho- 
ctena)  the  diaphragm  is  entirely  muscular.  The  Mammalian  dia- 
phragm is  probably  not  the  homologue  of  the  so-called  diaphragm 
of  other  Vertebrates. 
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D.  ELECTRIC  ORGANS. 

Electric  organs  are  present  in  certain  Fishes,  and  are  most 
strongly  developed  in  a  Ray  (Torpedo  marmorata),  found  in  the 
southern  seas,  ina  South  American  Eel  (Gyranotus  electricus) 
and  in  an  African  Siluroid  (Malapterurus  electricus). 
Gymnotus,  the  electric  Eel,  possesses  by  far  the  strongest  electric 


All 


■plG  100.—  Torpedo  marmorata,  with  the  Electric  Organ  (B)  exposed. 
,S',  skull  ;  Sp,  spiracle  ;  KK,  gills ;  Am,  eye. 

power  next  to  it  conies  Malapterurus,  and  then  Torpedo.  The 
electric  batteries  of  these  three  Fishes  are  situated  in  different, 
parts  of  the  body  ;  in  Torpedo  they  have  the  form  of  a  broad 
mass  extending  throughout  the  substance  of  that  part  of  the 
body'lyincr  between  the  gill-sacs  and  the  propterygium  on  each 
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side  of  the  Lead  (Fig.  100,  E)  ;  in  Gymnotus  they  he  m  the 
ventral  portions  of  the  enormously  long  tail  (Fig.  101,  II)  that  is, 
in  the  position  usually  occupied  hy  the  ventral  portions  of  the 
great  lateral  muscles;  and  finally,  in  Malapterurus,  the  electric 
organ  extends  between  the  skin  and  muscles  round  almost  the 
entire  circumference  of  the  body,  thus  enclosing  the  Fish  like  a 
mantle  :  it  is  especially  strongly  developed  along  the  sides. 


B 


Fig.  101,  A  and  B. — The  Electric  Organ  op  Gymnotus  clectricus.    (B,  from  a 

preparation  by  A.  Ecker. ) 

//,  skin  ;  Fl,  fin  ;  DM,  DM\  dorsal  portions  of  the  great  lateral  muscles,  seen  partly 
in  transverse  section,  partly  in  longitudinal ;  VM,  VM1,  ventral  portions  of 
ditto  ;  E,  the  electric  organ,  seen  in  transverse  section  at  E  (B),  and  from  the 
side  at  E1 ;  TVS,  vertebral  column,  from  the  side,  showing  the  spinal  nerves, 
and  TVS1,  in  transverse  section;  LH,  posterior  end  of  body-cavity-  Sep' 
median  longitudinal  fibrous  septum,  which  divides  the  electric  organ  and  the 
lateral  trunk-muscles  into  two  equal  halves  ;  A,  anus. 


The  electric  power  of  those  Fishes  which  were  formerly  known 
as  "  pseudo-electric "  has  now  been  fully  demonstrated,  though  it 
is  much  feebler  than  in  the  forms  described  above.  To  this  category 
belong  all  the  Rays,  with  the  exception  of  Torpedo,  the  various 
species  of  Mormyrus,  and  Gymnarchus  (both  belonging  to  the 
leleostei).    In  all  these,  the  electric  organs  lie  on  either  side 
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of  tho  end  of  the  tail,  and  have  a  metarrieric  arrangement  like 
that  of  the  caudal  muscles ;  in  the  Mormyridse,  for  example,  there 
is  on  each  side  an  upper  and  an  under  row  of  electric  organs. 

The  electric  apparatus  in  all  the  above-named  Fishes  is  to  be 
regarded  from  the  same  point  of  view  both  as  concerns  its  mode 
of  development  and  anatomical  relations:  all  electric  organs  are 
to  be  looked  upon  as  metamorphosed  muscular  tracts, 
and  the  nerve-endings  belonging  to  them  as  homologues 
of  the  motor  end-plates  which  are  ordinarily  found  on 
muscles. 

As  regards  the  minute  structure  of  the  electric  organs,  the  same 
essential  arrangements  are  met  with  in  all.  The  framework  is 
formed  of  fibrous  tissue,  which,  running  partly  longitudinally, 
partly  transversely  through  the  organ,  gives  rise  to  numerous 
polygonal  or  more  or  less  rounded  chambers  or  compartments. 
These  latter  are  arranged  in  rows,  either  along  the  longitudinal 
axis  of  the  body  (Gymnotus,  Malapterurus)  or  in  a  dorso-ventral 
direction  (Torpedo),  forming  definite  prismatic  columns  (Fig.  102). 


Fig.  102.— EleotHio  Pi;  isms  of  Torpedo  marmOrata.    (Semidiagrammatic. ) 


Numerous  vessels  and  nerves  ramify  in  the  connective-tissue 
lying  between  these  compartments,  the  nerves  being  enclosed  in 
very° thick  sheaths,  and  having  a  great  variety  of  origin  accord- 
ing to  the  species  of  Fish  under  consideration.  In  Torpedo,  they 
arfse  from  the  "electric  lobe"  of  the  medulla  oblongata,  a 
single  branch  coming  also  from  the  trigeminal ;  in  all  pseudo- 
electric  Fishes,  as  well  as  in  Gymnotus,  in  which  over  two  hundred 
nerves  pass  to  the  electric  organ,  they  arise  from  the  spinal  cord, 
and  most  probably  are  in  the  closest  relation  with  the  ventral 
cornua  of  the  latter,  which  are  particularly  well  developed  in 
the  last-named  Fish.  It  is  very  remarkable  that  the  electric 
nerves  of  Malapterurus  arise  on  each  side  from  a  single  enormous 
nerve-cell,  which,  lying  in  the  neighbourhood  of  the  second 
spinal  nerve,  is  continued  into  a  very  large  primitive-fibre,  which 
passes  towards  the  end  of  the  tail,  dividing  as  it  goes.  The 
latter  is  invested  by  a  thick  sheath. 

On  continuing' our  examination  into  the  more  minute  his- 
tological structure  of  the  peripheral  nerve-endings  it  becomes 
necessary  to  give  a  definition  of  those  structures  which  are  usually 
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called  "electric-"  or  " encl-plates."  These  can  be  summarily 
described,  as  they  are  essentially  the  same  in  all  electric  Fishes. 

After  the  nerve,  running  in  the  septum  between  the  compart- 
ments, has  by  degrees  lost  its  thick  sheath  and  thus  has  almost 
ceased  to  show  a  double  contour,  it  suddenly  gives  rise  to  a  club- 
shaped  swelling,  and  then  divides  up  into  a  number  of  primitive 
fibres,  which  branch  out  in  a  tree-like  manner,  without,  however, 
giving  rise  to  definite  meshes,  so  that  we  cannot  speak  of  a  proper 
nervous  network.  In  Torpedo  the  nerve  spreads  out  on  the  ventral 
side  of  the  structure  known  as  an  electric  plate  (Fig.  103,  EP), 
while  in  Gymnotus  it  passes  to  the  posterior  surface,  that  is  to  the 
one  turned  towards  the  tail.  Finally  in  Malapterurus,  the  nerve, 
as  in  Gymnotus,  passes  on  to  the  posterior  surface  of  the  electric 
plate  ;  it  does  not  stop  here,  however,  but  perforates  the  plate,  so 


Fig.  103 — Section  through  the  Electric  Chambers.    (Greatly  enlarged,  and 


BG,  framework  of  connective-tissue,  forming  walls  of  compartments  ;  EP,  electric 
plates  ;  N,  nerves  entering  into  the  septa  between  the  compartments  ;  NN, 
terminal  fibres  of  the  nerve,  passing  to  the  posterior  (Gymnotus)  or  under  (Torpedo) 
surface  of  each  compartment  ;  G,  gelatinous  tissue  ;  the  arrow  points  towards 
the  head  (Gymnotus),  or  towards  the  dorsal  side  of  the  animal  (Torpedo). 

as  to  spread  out  on  the  anterior  surface,  turned  towards  the  head.1 
This  difference  must  be  borne  in  mind  on  account  of  the  direction 
taken  by  the  electric  current,  to  be  described  later  on. 

Each  electric  plate  consists  of  a  homogeneous  disk,  transparent 
in  the  fresh  condition,  and  surrounded  by  a  special  membrane, 
within  which  star-like  cells  with  long  processes  are  present.  Both 
surfaces  of  the  plate  exhibit  irregular  protuberances,  separated 
from  one  another  by  shallower  or  deeper  notches,  and  giving  the 
whole  an  irregular  appearance. 


abuchin,  who  had  the  opportunity  of  examining  Malapte 
m,  disputes  strongly  the  perforation  of  the  plate  by  the 
or  not,  new  researches  must  show. 


erurus  in  the  fresh 
e  nerve  ;  whether 
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As  this  disk,  which,  as  already  mentioned,  is  to  be  looked  upon  as 
metamorphosed  muscle-substance,  becom'es  inseparably  fused  with 
the  nerve- plate  lying  close  to  it,  it  follows  that  the  electric  plate  is 
not  a  uniform  structure,  as  was  formerly  believed,  but  is  to  be 
regarded  as  having  arisen  out  of  two  tissue-elements.  The  com- 
partments are  not  entirely  filled  by  the  electric  plates ;  a  space 
filled  by  gelatinous  tissue  (Fig.  103,  G),  or  sometimes  only 
by  a  fluid,  always  remains  in  the  upper  (Torpedo)  or  anterior 
(Gymnotus,  Malapterurus)  side  of  each  compartment  along 
the  wall  separating  it  from  the  next.  The  side  of  the  electric 
plate  on  which  the  nerve  branches  out  is  negative  at  the 
moment  of  discharge,  while  the  opposite  side  is  positive,  and  thus 
the  different  arrangements  of  the  parts  in  Gymnotus  and 
Malapterurus  render  it  clear  that  the  electric  shock  must  pass 
in  different  directions  in  these  Fishes :  thus  in  Malapterurus  it 
passes  from  the  head  to  the  tail,  but  in  the  contrary  direction  in 
Gymnotus.    In  Torpedo  the  discharge  passes  from  below  upwards. 

Experiments  have  shown  that  all  electric  Fishes  are  proof 
against  the  electric  current,  wi'th  the  limitation  that  muscles 
and  nerves  —  even  the  electric  nerves  themselves  —  separated 
out  from  the  body,  are  capable  of  being  excited  by  the  current. 
"  The  last  and  most  important  question  with  regard  to  the  electric 
Fishes  is  naturally  concerning  the  mechanism  whereby  the  electric 
plates  become  temporarily  charged  with  electricity.  The  reply  to 
this  question,  although  probably  not  so  difficult  a  one  as  that 
relating  to  the  mechanism  of  muscular  contraction,  is  still  far  from 
being  answered  "  (Du  Bois-Reymond).  The  only  thing  that  can 
be  stated  with  certainty  is,  that  the  electromotive  force  is  under 
the  influence  of  the  will. 
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E.  NERVOUS  SYSTEM. 


The  following  elements,  which  are  all  derived  from  the  epiblast, 
may  be  distinguished  in  nervous  tissues: — (1)  Ganglion  cells, 
provided  with  processes,  and  supported  by  a  connective-tissue 
framework,  the  neuroglia;  and  (2)  Fibres,  entering  into  or  aris- 
ing from  the  former,  and  serving  as  conductors  of  sensory  or 
motor  impulses.  Each  fibre  maybe  invested  by  a  delicate  cover- 
ing or  sheath,  the  neurilemma  (primitive  sheath,  or  sheath  of 
Schwann). 

The  nervous  system  may  be  divided  into  three  main  parts,  the 
central  (brain  and  spinal  cord),  peripheral,  and  sympathetic 
systems.  The  central  part  is  the  first  to  arise,  and  is  formed  as 
a  direct  product  of  the  epiblast;  the  other  two  become  established 
later. 


I.  THE  CENTEAL  NERVOUS  SYSTEM. 


I.  The  Spinal  Cord. 

The  first  indication  of  the  central  nervous  system  is  a  furrow 
(medullary  groove)  which  appears  on  the  dorsal  side  of  the 
embryo,  and  which  gradually  becomes  converted  into  a  tube  by  the 
meeting  of  its  edges :  this  tube  then  becomes  separated  from  the 
epiblast  and  gives  rise  to  the  hollow  medullary  cord  (cp  p  7) 
the  walls  of  which  are  at  first  comparatively  thin;  it  consists  of 
a  more  expanded  anterior,  and  a  longer  and  more  slender  posterior 
section  From  the  former  arises  the  brain,  from  the  latter  the 
spinal  cord. 

In  an  early  stage  of  development  the  lumen  of  the  medullary 
cord  is  as  a  rule  continuous  posteriorly  with  that  of  the  primitive 
nnl  (n?u^ntenc  ^al).  This  connection,  however,  soon  dis- 
oHpirfl,H  5\S^nal  cor*th™  cor^tS  of  a  cylindrical  or  more 
its  Zl  l  d  h0ll7  T1*  ^  n°  means  filing  the  neural  canal: 
its  walls  become  gradually  more  and  more  thickened,  until  finally 

ZIA  V67  fT0W  iTCn'  the  central  canal;  remains;  this  is 
lined  by  ciliated  epithelium.  1 

K 
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FlO  104. -The  Entire  Nervous  System  of  the  .Frog.    (After  A.  Eck«r.) 

(From  the  ventral  side.) 

spinal  cord  ;  J/2  V05Sth       eSa  (^  to  810)  of  the  sympathetic  (S) ;  A'o, 
rami  co mmunicantes)  *  ^rst  to  Lth  cranial  nerves  for  the* 

iemoral  nerve  ;  A  "  .  pfc  Gasserian  ganglion  ;  o,  eye  ;  A  , 

names,  see  text)  ,  9,  %f^J^&5  of  the  trigeminal ;  JP,  facial  nerve  ; 

be  shown  accompanying  the  vagus  peripherally. 
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The  cord  is  at  first  of  a  uniform  diameter  throughout,  but 
later,  in  cases  where  the  extremities  are  well  developed  and  a 
richer  nerve-supply  becomes  needed,  it  exhibits  in  these  regions 
definite  swellings — the  brachial  and  lumbo -sacral  enlarge- 
ments. The  spinal  cord  originally  extends  along  the  whole  length 
of  the  neural  canal,  but  its  growth  is  usually  less  rapid  thau  that 
of  the  vertebral  axis,  so  that  it  comes  eventually  to  be  considerably 
shorter  than  the  latter.  In  such  cases  (Primates,  Cheiroptera, 
Insectivora,  Aves,  Anura,  &c.)  it  passes  at  its  posterior  end  into  a 
brush-like  mass  of  nerves,  the  so-called  cauda  equina;  these  lie 
mostly  within  the  neural  canal,  and  the  nerves  of  the  sacral  plexus 
are  given  off  from  them.  An  axial  prolongation  of  the  spinal 
cord  nevertheless  extends  far  back,  but  is  reduced  to  a  thin 
thread-like  appendage,  the  filum  terminale. 

The  bilaterally-symmetrical  form  of  the  spinal  cord  is  pronounced 
by  the  presence  of  longitudinal  fissures  running  along  it  dorsally 
and  ventrally ;  and  if  one  imagines  the  points  of  exit  of  the  dorsal 
(sensory)  arid  ventral  (motor)  nerve-roots  to  be  respectively  con- 
nected together  by  a  longitudinal  line,  each  half  of  the  spinal  cord 
would  thus  be  divided  into  three  columns, — a  ventral,  lateral,  and 
dorsal  (anterior,  lateral,  and  posterior  columns  of  human 
anatomy). 

The  external  form  of  the  spinal  cord  in  certain  Fishes  (Orthagonscus, 
Trigla),  and  in  embryos  of  Salamandra  atra,  as  well  as  its  histological  struc- 
ture m  the  higher  Vertebrata,  seems  to  indicate  that  the  unsegmented  spinal 
cord  of  Vertebrates  was  primitively  segmented  and  paired,  and  that  it  has 
passed  in  its  phylogenesis  through  a  stage  which  was  closely  related  to  the 
abdominal  chain  of  ganglia  of  many  Invertebrates  {e.g.  Annelids)  A  definite 
segmentation  of  the  mid-brain,  cerebdluin,  and  medulla  oblongata  is  also  seen 
m  the  embryos  of  all  the  chief  Vertebrate  types  (Kupffer). 

As  regards  its  minute  structure,  two  parts  can  always  be  dis- 
tinguished in  the  spinal  cord,— a  white  substance,  consisting  0f 
medullated  nerve-fibres,  and  a  gray  substance,  composed 
principally  of  multipolar  nerve-cells  and  non-medullated  fibres 
I  heir  relative  positions  to  one  another  vary  greatly  in  the  different 
animal  groups,  as  well  as  in  the  different  regions  of  the  cord  •  the 
white  substance,  however,  has  usually  a  more  peripheral,  the  'gray 
a  more  central  position.  6  J 

The  membranes  of  the  spinal  cord  will  be  treated  of  later. 


2.  The  Beain. 


At  a  very  early  stage  three  swellings  may  be  seen  on  the  anterior 
enlarged  part  of  the  medullary  tube,  which  are  spoken  of  as  the 
primary  anterior,  middle,  and  posterior  cerebral-vesicles 
(fore-  mid-,  and  hind-bram).    (Fig.  105,  I,  II,  III.) 

of  rhpfniT1^8  °f  iH'6  V6SlcleS'  corresP™ding  with  the  ventricles 
ot  the  fully-formed  brain,  are  in  direct  connection  with  the  central 
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canal  of  the  spinal  cord.  The  primary  fore-brain  and  hind-brain 
each  become  differentiated  into  two  parts,  and  thus  five  divisions 
of  the  brain  maybe  distinguished.  Counted  from  before  backwards 
these  are  Prosencephalon  (secondary  fore-brain),  Thalamen- 
cephalon  (primary  fore-brain),  Mesencephalon  (mid-brain), 
Metencephalon  (secondary  hind-brain),  and  Myelencephalon 
(primary  hind-brain).    The  prosencephalon  is  also  spoken  of  later 


Fio.  105. — Diagram  of  the  Embryonic  Condition'  of  the  Central  Nervous 

System. 

G,  brain,  with  its  three  primary  vesicles,  /,  II,  III ;  B,  spinal  cord. 

as  the  cerebrum,  the  mid-brain  as  the  optic  lobes,  or  corpora 
bi gemma,1  the  metencephalon  as  the  cerebellum,  and  the 
myelencephalon  as  the  medulla  oblongata. 

The  olfactory  lobes  arise  from  the  secondary  fore-brain,  which 
becomes  divided  into  two  cerebral  hemispheres  by  a  longi- 
tudinal fold,  the  basal  portion  of  the  vesicle  becoming  thickened 
to  form  a  great  mass  of  nerve-centres;  this  may  be  distinguished 
from  the  remaining  peripheral  part  of  the  vesicle,  or  pallium, 
as  the  central  portion  (Fig  106,  Os). 

Throughout  the  animal  kingdom  the  prosencephalon  plays  a 
most  important  part,  for  the  intellectual  condition  of  the  animal 
depends  upon  the  extent  of  its  development.    It  consequently 
attains  the  greatest  perfection  in  Mammals,  and  above  ali,  in 
Man.    While  in  the  lower  Vertebrates  the  central  portion  of  the 
fore-brain  is  provided  with  only  three  small  commissures,  con- 
necting its  two  halves,  in  Mammals  the  two  hemispheres  become 
fused  together  along  one  portion  of  their  inner  surfaces,  and  thus 
o-ive  rise  to  the  great  commissures  spoken  of  as  the  corpus 
callosum  and  the  fornix.2    While  the  outer  surface  of  the 
hemispheres  in  all  Vertebrates  below  the  Mammalia  is  more  or  less 
smooth,  in  the  latter  fissures  (sulci)  and  convolutions  (gyri) 
may  be  present.    These  consist  of  folds  of  the  gray  cortical  sub- 
stance, which  cause  a  greater  or  less  increase  of  the  superficial 

area.  .    .  ,  , 

The  following  structures  arise  from  the  thalamencepnalon .— 
the  optic  thalami,  formed  as  thickenings  of  its  lateral  walls ; 
the  primary  optic  vesicles,  arising  as  paired  basal  and  lateral 
outgrowths,  from  which  the  optic  nerves  and  retina  are  derived 
late*  (Fi*.  106,  Tho,  Opt) ;  the  pineal  gland  or  epiphysis  {£), 
developed  as  a  tube-like  outgrowth  of  the  roof;  and  finally,  the 

1  In  Mammals,  each  optic  lobe  becomes  divided  into  two  parts,  and  indications  of 
«  similar  division  are  seen  in  some  Lizards  (see  Fig.  119,  A). 

"  Traces of  a !  fornix  are  seen  in  certain  Reptiles  {e.g.  Psa.nmosaurus). 
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infu  ndibulum  (/),  formed  as  a  funnel-lite  extension  of  the  floor, 
together  with  a  part  (the  posterior  lobe)  of  the  pituitary  body 
(hypophysis)  (H).1  The  other  part  (anterior  lobe)  of  the  pituitary 
body  arises  by  a  gradual  pinching  off  of  the  epithelium  of  the  primary 
oral  involution,  and  gives  rise  later  to  a  gland-like  structure. 

The  cerebellum,  in  the  higher  types,  becomes  differentiated  into 
two  lateral  portions  (lateral  lobes),  which  may  again  be  sub- 
divided, and  a  median  unpaired  portion  (superior  vermis),  which 


Fig.  106.— Longitudinal  Section  through  the  Skull  and  Brain  of  an 
(ideal)  Vertebrate  Embryo.    (In  part  after  Huxley.) 

Be,  basis  cranii ;  Gh,  notochord ;  SD,  roof  of  skull  ;  NHX,  nasal  cavity;  VM, 
secondary  fore-brain  (prosencephalon),  showing  the  corpus  striatum  (Cs)  at  the 
base,  and  the  olfactory  lobe  (01/)  anteriorly  ;  ZM,  thalaniencephnlon  (primary 
fore-brain),  which  has  given  rise  dorsally  to  the  pineal  gland  (epiphysis)  (Z), 
and  ventrally  to  the  infundibulum  (7),  to  which  the  pituitary  body  (hypophysis) 
(M)  is  attached  :  anterior  to  this  is  seen  the  optic  nerve  (Opt),  arising  from  the 
optic,  thalamus  (Tho)  ;  MO,  posterior  commissure;  MM,  mid-brain  (mesen- 
cephalon) ;  MM,  cerebellum  (meteucephalon,  secondary  hiud-braiu) ;  NM, 
primary  hind-brain  (myelencephalon)  ;  Go,  central  canal  of  spinal  cord. 


connects  these  two.  The  other  two  portions  of  the  brain  (mid-brain 
and  medulla  oblongata)  do  not  become  so  greatly  modified  as 
the  fore-brain.  It  is  therefore  only  necessary  to  mention  that  the 
medulla  oblongata,  the  roof  of  which  undergoes  a  retrogressive 
metamorphosis,  gives  origin  to  the  greater  number  of  the  cranial 
nerves,  so  that  its  physiological  importance  is  very  great. 

The  following  important  changes  take  place  in  the  further 
development  of  the  brain. 

The  walls  of  the  cerebral  vesicles  become  more  and  more 
thickened,  so  that  their  cavities,  transformed  into  the  ventricles 
of  the  brain,  undergo  a  gradual  constriction. 

1  Opinions  are  much  divided  as  to  the  meaning  of  the  epiphyses  and  hypophysis 
Some  observers  consider  the  epiphysis  to  be  the  homologue  of  the  anterior  neuropore 
ot  embryos  of  Amphioxus  and  Tunicata,  that  is,  as  the  remains  of  a  last  connection 
ot  the  brain  with  the  epiblast :  this  opinion,  however,  is  not  tenable  according  to 
numerous  later  researches,  all  of  which  agree  that  it  arises  secondarily  from  the 
root  ot  the  thalamencephalon.  Others  imagine  it  to  be  the  last  rudiment  of  a 
sense-organ  and  from  the  fact  that  it  arises  in  a  similar  manner  to  the  optic 
vesicles  it  has  been  explained  as  an  unpaired  eye. 

The  hypophysis,  as  it  seems  to  arise  as  a  paired  structure,  is  thought  by 
Dohm  to  correspond  to  a  pre-oral  gill-cleft :  this  is  the  latest  of  the  many  hypotheses 
which,  have  been  put  forward  on  the  subject 
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A  scries  of  unpaired  ventricles,  lying  in  the  longitudinal  axis 
of  the  brain,  as  well  as  paired  ventricles  can  always  be  distinguished. 
The  principal  paired  cavities  lie  within  the  cerebral  hemispheres, 
and  are  known  as  the  lateral  ventricles  (Ventriculus  1  and  2) 
(Fig.  107,  SV) ;  each  of  these  communicates  with  the  unpaired  sys- 
tem by  means  of  an  opening,  the  foramen  of  Monro  (Fig.  107, 
FM).  In  Teleostei,  certain  Amphibia,  and  Sauropsida,  each  optic 
lobe  also  contains  an  optic  ventricle,  communicating  with  the 
unpaired  system  of  ventricles.  The  latter  consists  of  a  third 
(within  the  thalamencephalon)  and  a  fourth  ventricle  (in  the 
medulla  oblongata),  as  well  as  of  the  aqueduct  of  Sylvius, 


J7i\ 


Fig.  107.— Diagram  of  the  Ventricles  of  the  Vertebrate  Brain. 

VE,  cerebral  hemispheres,  containing  the  lateral  ventricles  (SV)  ;  ZE,  thalamen- 
cephalon, with  the  third  ventricle  (III) ;  m  Mammals  the  paired  septum  lucidum 
lying  anteriorly  to  the  thalamencephalon,  encloses  the  "fifth  ventricle  ;  each 
lateral  ventricle  communicates  with  the  third  ventricle  by  a  small  aperture  the 
foramen  of  Monro  (FM)  ;  ME,  mid-brain,  which  encloses  the  aqueduct  of  Sylvius 
(An),  communicating  between  the  third  and  fourth  ventricles  ;  HE,  cerebellum  ; 
NH,  medulla  oblongata,  enclosing  the  fourth  ventricle  (IV)  ;  Cc,  central  canal 
of  the  spinal  cord  (li). 


which  passes  through  the  mid-brain  and  connects  these  two.  For 
further  details,  such  as  the  relations  of  the  different  ventricles  to 
particular  parts  of  the  brain,  compare  Figs.  106  and  107.  A  so- 
called  fifth  ventricle,  lying  between  corpus  callosum  and  hornix 
is  found  in  Mammals,  but  morphologically  it  is  quite  different 

from  the  others.  .  , 

All  five  cerebral  vesicles  lie  at  first  m  the  same  horizontal 
plane  but  in  the  course  of  development  the  axis  of  the  vesicles  be- 
comes bent  downwards,  so  that  at  a  certain  stage  the  mesencephalon 
forms  the  apparent  apex  of  the  brain  (Fig.  108,  SB).  In  Mammals, 
the  parts  of  the  brain  become  still  further  folded  on  one  another,  so 
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that  a  parietal  (Fig.  108,  SB),  a Varolian  (#7?),  and  a  cervical 
(NB)  bend  may  be  distinguished. 

While  in  Fishes  and  Amphibia  the  cerebral  flexure  later  be- 
comes practically  obliterated,  it  persists  more  or  less  markedly  in 
the  higher  types,  more  particularly  in  Mammals.  In  the  latter, 
moreover,  the  original  relation  of  the  parts  becomes  still  further 
complicated  by  the  large  development  of  the  cerebral  hemispheres, 
which  grow  backwards,  and  thus  gradually  come  to  overlie  all  the 
other  parts  of  the  brain.  This  condition  of  things  attains  its 
greatest  perfection  in  Man.  Thus  from  the  primitive  relations  of 
the  various  sections  of  the  brain  one  behind  another,  they  come 


Vff  Zff  i 


Fig.  108. — Cerebral  Flexure  of  a  Mammal. 

Vff,  prosencephalon;  Zff,  thalamencephalon,  with  the  pituitary  body  (ff)  at  its 
base  ;  MH,  mesencejjhalon,  which  at  SB  forms  the  most  projecting  portion  of 
the  brain,  representing  the  so-called  "parietal  bend";  ffff,  metencephalon  ; 
Nil,  myelencephalon.  forming  the  "  cervical  bend  "  {NB) :  the  "  Varolian  bend  " 
{BB)  arises  on  the  ventral  circumference,  at  the  junction  between  ffff  and 
NB ;  B,  spinal  cord. 

to  lie  eventually  more  upon  one  another,  the  thalamencephalon, 
mid-brain,  cerebellum,  and  medulla  oblongata,  becoming  covered 
over  by  the  hemispheres. 


MEMBRANES  OF  THE  BRAIN  AND  SPINAL  CORD. 

The  enveloping  membranes  of  the  brain  and  spinal  cord  arise 
by  a  differentiation  of  a  connective-tissue  layer  lying  between  the 
central  organs  of  the  nervous  system  and  the  surrounding  skeletal 
parts.  In  Fishes,  only  two  membranes  are  distinguishable,  one, 
the  dura  mater,  lining  the  inner  surface  of  the  cerebro-spinal 
canal,  and  the  other,  pia  mater,  investing  the  brain  and  spinal 
cord.  The  latter  represents  also  the  arachnoid  of  higher  Verte- 
brates, which  is  not  here  differentiated  as  a  separate  membrane, 
lira  dura  mater  conveys  vessels  to  the  walls  of  the  cerebro-spinal 
canal,  that  is,  to  the  perichondrium  or  periosteum,  while  the  pia 
mater,  which  is  much  richer  in  blood-vessels,  has  to  do  with  the 
nutrition  of  the  cerebro-  spinal  axis.  The  dura  mater  consists  of  two 
lamella',  which,  however,  only  remain  distinct  along  the  whole 
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central  nervous  system  in  the  lower  Vertebrata.  In  higher  Verte- 
brates, its  double  nature  persists  only  in  the  region  of  the  vertebral 
column,  the  two  layers  becoming  fused  in  the  cranial  portion.  As 
the  brain  of  Fishes  by  no  means  fills  up  the  cranial  cavity,  a  large 
lymph-space  lies  between  the  dura  and  pia  mater ;  this  cor- 
responds to  the  so-called  sub-dural  space  of  the  higher 
Vertebrata. 

A  differentiation  of  the  primary  vascular  membrane  of  the 
brain  and  spinal  cord  into  pia  mater  and  arachnoid  takes 
place  in  the  higher  Vertebrates,  and  these  two  layers  become 
separated  in  those  places  where  there  are  deep  depressions  be- 
tween the  individual  parts  of  the  brain ;  the  deeper  of  these  (pia) 


Fig.  109.— Brain-Membranes  of  Man.    (After  Scliwalbe.) 

DM,  dura  mater  ;  SB,  sub-dural  cavity;  A,  arachnoid  ;  PM,  pia  mater ;  GB,  gray 

cortical  substance  of  the  brain. 

adheres  closely  to  the  brain,  and  also  penetrates  into  the  ventricles 
in  the  form  of  telse  ckoroideae  and  plexus  choroidei, 
while  the  superficial  one  (arachnoid)  simply  bridges  over  the 

depressions.  .  , 

No  certain  explanation  can  as  yet  be  given  of  the  morphological 
meanino-  of  the  hollow  anterior  end  of  the  spinal  cord  m  Ampin  - 
ox  us,  nor  of  the  diverticulum  connected  with  it  which  opens 
freely  to  the  exterior  on  the  dorsal  surface. 


Fishes. 


The  Cyclostomi  show  a  very  low  condition  of  the  bram, 
which  in  many  points  remains  in  an  embryonic  condition  This  is 
particularly  the  case  in  the  larval  condition  (Ammocoetes  Fig. 
110)  in  which  the  brain  possesses  a  narrow  and  elongated  form. 
The  individual  vesicles  lie  in  an  almost  horizontal  direction 
one  behind  the  other,  and  it  is  of  great  importance  to  note  that 
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the  part  described  on  page  132  as  the  peripheral  region 
(pallium)  of  the  prosencephalon  consists  of  a  single  layer  of 
epithelial  cells.  This  is  covered  on  its  dorsal  surface  by  the  pia 
mater,  and  thus  here,  as  is  also  the  case  with  the  secondary 
fore-brain  of  Teleostei  (see  Fig.  113),  there  is  a  persistence  of 
that  low  stage  of  development  in  which  the  prosencephalon  is  re- 
presented by  a  thin-walled  and  dorsally  unpaired  vesicle;  that  is, 
there  is  no  separation  into  two  hemispheres  by  a  cleft  in  the 
peripheral  region.  In  Fig.  110  the  peripheral  region  is  not  in- 
dicated, and  thus  the  central  portion  of  the  prosencephalon  is  seen, 
the  floor  of  the  latter,  or  corpora  striata,  being  exposed.  The 
olfactory  lobes  (Lol)  are  connected  with  the  corpora  striata  anteriorly. 


Fig.  110. — Biiain  of  Amiiwcielets.    (Dorsal  view.) 

Lol,  olfactory  lobes  and  nerves  (I) ;  VH,  basal  portion  of  tho  prosencephalon  ;  ZH, 
thalamencephalon,  with  the  pineal  gland  (Z);  ME,  mesencephalon;  HH,  meten> 
cephalon,  on  each  side  of  which  is  seen  the  origin  of  the  trigeminal  ( V)  ;  NH, 
myelencephalon ;  Fr,  fourth  ventricle  ;  VII,  VIII,  the  points  of  origin  of  tho 
facial  and  auditory  nerves  ;  Med,  spinal  cord. 


The  meten-  and  myelencephalon  of  Ammoccetes  are  remark- 
ably long,  while  in  Petromyzon  and  Myxine,  the  individual 
portions  of  the  brain  are  broader  and  more  closely  approximated. 
The  epiphysis  never  breaks  through  the  roof  of  the  skull  in 
Cyclostomes,  as  it  does  in  many  Fishes. 

Elasmobranchii.— The  brain  of  these  Fishes,  like  that  of 
Cyclostomes,  is  of  a  specialised  form,  characteristic  of,  and  confined 
to,  the  group,  though  the  particular  regions  are  much  more  highly 
developed  than  in  the  Cyclostomi.  According  to  their  external  form 
two  mam  types  of  Elasmobranch  brains  can  be  distinguished.  One 
ot  these,  seen  in  Spinax,  Scymnus,  and  Notidanus,  is  character- 
ised by  its  very  narrow  and  elongated  form,  while  in  the  rest  of  the 
.hilasmobranchii  the  individual  parts  are  more  closely  compressed 
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and  approximated  together.  In  almost  all' Sharks  the  prosen- 
cephalon is  relatively  much  longer  than  any  of  the  other  regions. 
The  olfactory  tracts,  the  length  of  which  varies  much,  are  con- 
nected with  the  anterior  end  of  the  prosencephalon,  and  pass 
forwards  into  the  large  olfactory  lobes,  from  which  the  olfactory 
nerves  arise  (Fig.  Ill,  Tro,  Lol). 

The  thalamencephalon,  appearing  like  a  small  commissure 
wedged  in  between  the  prosencephalon  and  mid-brain,  grows  out 
on  its  dorsal  surface  to  form  a  chimney-  or  tube-like  epiphysis ; 


Xol 


Qresf 


Fig.  Ill— BKAIN  of  Galeus  canis,  in  situ.  (Dorsal  view.)  (After  Rohon.) 
Lol,  olfactory  lobe  ;  Tro,  olfactory  tract  ;  VH,  prosencephalon,  showing  at  fit  a 
foramen  for  blood-vessels  ;  ZH,  thalamencephalon  ;  ME,  mesencephalon;  HB 
metencephalon  ;  Nil,  myelencephalon  ;  B,  spinal  cord: ;  17,  optic  nerve y  III, 
oculomotor;  IV,  trochlear  nerve;  V  trigeminal  ■  L,Tng,  ^emmallohe 
Crest,  restiform  body ;  IX,  glossopharyngeal ;  A,  vagus  ;  E,t,  eminent^ 
teretes,  between  which  is  the  calamus  scriptorius. 

this  may  reach  to  such  a  length  as  to  extend  beyond  the  anter- 
ior end  of  the  brain  for  a  considerable  distance,  and  pass  distally 
into  the  roof  of  the  skull. 

Two  pairs  of  small  folds,  spoken  of  as  lobi  inferiores  and  sacci 
vasculosTol  processus  infundibuli  (Fig.  112,  UL),  are  present  on  the 
ioor  of  tL  thalamencephalon.  They  probably  arise  m  connection  with 
the  infundibulum,  or  perhaps  with  the  hypophysis  also. 

The  cerebellum  is  always  very  large,  overlapping  the  medulla 
oblongata  to  a  greater  or  less  extent :  it  is  divided  up  into  seve- 
ralfolds  lying  one  behind  the  other  (Fig.  Ill,  HZ)- 
the  medulla  oblongata  is  an  elongated  cylindrical  body  (F  g. 
Ill  NH)  while  in  Rays  it  is  more  compressed  and  triangu- 
lar In  electric  Rays  a  pair  of  lobi  electrici  arise  from  the  gray 
matter  of  the  floo/of  the  fourth  ventricle  and  these  enclose  a 
ma  of  giant  nerve-cells.  For  further  details  concerning  c.5 the 
mstifonn  bodies  and  trigeminal  lobes, compare  Figs.  Ill  and  1 1  2. 
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In  the  Angler  (Lophius  piscatorius,  a  Teleostean)  there  is  also  a  superficial 
layer  of  enormous  nerve-cells  (about  200  in  number)  behind  the  calamus  scrip- 
torius  of  the  sinus  rhomboidalis,  filling  up  the  dorsal  fissured  the  spinal  cord  for 
a  certain  distance  :  their  discoverer,  G.  Fritsch,  calls  them"lobi  nervi  lateralis. 
The  axis  fibres  arising  from  these  cells  accompany  the  trigeminal  and  vagus, 
but  do  not  go  to  electric  organs,  which  are  entirely  wanting  in  Lophius,  but  to 
the  integumentary  sense-organs,  which  are  enormously  developed  m  this  Jjisn, 
and  also  to  the  "hire."  The  similarity  in  position  of  these  nerve  centres 
to  the  electric  lobes  of  Torpedo,  however,  deserves  notice. 


Fig.  112. — Beain  of  Myliobatis  aquila,  in  situ.    (From  the  ventral  bide. ) 

(After  Rohon.) 

/,  olfactory,  II,  optic,  III,  oculomotor,  IV,  trochlear,  V,  trigeminal,  VI,  ahducent, 
VII,  facial,  VIII,  auditory,  IX,  glossopharyngeal,  and  X,  vagus  nerves  ;  VE, 
prosencephalon  ;  H,  HS,  hypophysis  and  infundibulum  ;  UL,  lobi  inferiores  ; 
Sv,  saccus  vasculosis  ;  Ctr,  transverse  commissure  ;  Geh,  auditory  capsule  ;  W, 
vertebral  column  ;  E,  spinal  cord. 

Teleostei. — The  type  of  brain  found  in  Teleosteans  is  also 
specialised,  and  restricted  to  the  members  of  this  order. 

As  is  the  case  in  nearly  all  Fishes,  the  brain  by  no  means  fills 
the  cranial  cavity,  as  already  mentioned  in  the  description  of  the 
brain-membranes,  and  as  a  rule  it  is  separated  from  the  roof  of  the 
skull  by  a  greater  or  less  amount  of  a  lymph-like  fluid. 

The  form  of  the  brain  in  Teleostei  varies  greatly,  more  by  far 
than  m  any  other  Vertebrate  group.  It  is  therefore  difficult  to 
give  a  general  description  of  it,  and  only  the  following  essential 
points  can  be  mentioned  here. 

It  never  attains  to  so  large  a  relative  size  as  does  that  of  Elas- 
mobranchs.    The  peripheral  region,  as  already  mentioned  (p.  137), 
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remains  in  an  embryonic  condition,  and  can  hardly  be  said  to  have  a 
physiological  function  ;  the  brain  of  those 'Fishes  in  which  this  con- 
dition is  retained  probably  acts  mainly  as  a  reflex  machine, 
and  there  is  little  doubt  that   the  mental  processes 


Fig  113a.— Longitudinal  Vertical  Section  through  the  Anterior  Part  of 
the  Teleostean  Brain.  (Founded  on  a  figure  of  the  Trout  s  brain  by  Rabl- 
Riickhard.) 

Too,  roof  of  the  optic  lobes  ;  27,  torus  longitudinalis  ;  ^posterior  commissure  ; 
Gp,  pineal  gland,  with  a  cavity  (Gp^)  in  its  interior ;  Ep ^P,  the  ependyma 
which  lines  the  walls  of  the  ventricles  ;  t,  point  at  which  the  epithelial  roof  of 
the  secondary  fore-brain  (pallium,  Pa)  becomes  continuous  with  the  lining  of  the 
anterior  wall  of  the  pineal  tube:  the  former  is  folded inwards  at  /;  F.cm 
common  ventricle  of  the  secondary  fore-brain  ;  V.t,  third  ventricle  ; B  ol  Nol 
olfactory  bulb  and  nerve;  C.st,  corpus  striatum,  which  was  formerly _ taken to 
represent  the  whole  of  the  prosencephalon,  and  which  lies  on  eithe  ode  of  the 
middle  line;  Ch.n.opt,  optic  chiasm  a  ;  C'i,  inferior  commissure  (Gadden) ,  Ch 

o  zontal  commissure  (Fritsch) ;  J,  infundibnlum ;  3  S  ,  tvpophyos ! 
saccus  vasculosus  :  Li,  lobi  inferiores ;  Aq,  aqueduct  of  Sylvius  ;  ir,  trocLleai 
nerve  ;  Val,  valvula  cerebelli. 


which  take  place  in  the  cortical  gray  substance  of  the 
of  higher  Vertebrates  do  not  obtain  m  them, 
mid-brain  and  cerebellum  arc  by  far  the  largest 
portions  of  the  brain  (Figs.  114  and  115  ME,  EE)  while  the 
thllamencephalon  is  depressed  between  the  prosencephalon  and 
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Fia.  113d.— Transverse  Section  through  the  Fore-Part  of  the  Teleostean 

Brain. 

fr,  frontal  bone,  underneath  which  the  pineal  tube,  Gp,  is  visible  in  transverse  sec- 
tion, and  below  this  the  pia  mater,  Pm  ;  Pa,  the  pallium,  or  roof  of  the  secondary 
fore-brain,  formed  of  a  simple  epithelial  layer;  V.cm,  common  ventricle  ;  Hp, 
ependyma  ;  T,  T,  olfactory  tracts  at  the  base  of  the  corpora  striata  (C.st). 


UL  # 

Fig.  114. — Brain  of  Peroh  {Perca  schractser) .    (Side  view.) 


Fig.  115.— Brain  of  Perca  schractser.    (Dorsal  view.) 

Lol,  olfactory  lobe  ;  VH,  basal  part  of  prosencephalon  ;  ZH.  thalamenccphalon  ;  MH, 
mesencephalon;  UU,  metenoephalon ;  NH,  myelencephalon  ;  E,  spinal  cord; 
I,  olfactory  nerve  ;  II,  optic  chiasma  ;  V,  trigeminal ;  UL,  lobi  inferiores  ;  Sc, 
central  sulcus  at  the  bottom  of  the  sinus  rhomboidalis  ;  Lp,  lateral  elevations 
of  the  cerebellum  (lobi  posteriores). 
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mid-brain,  and  thus  may  be  easily  overlooked  (Figs.  114  and 
115.,  ZH). 

The  prolongation  of  the  cerebellum  into  the  ventricle  of  the  mid-brain, 
seen  only  exceptionally  in  Elasmobranchs,  is  present  as  a  rule  in  Teleosteans, 
bnt  the  extent  of  its  development  varies  much.  The  pineal  gland  does  not 
differ  essentially  from  that  of  Elasmobranchs  and  Ganoids,  though  it  never 
extends  into  the  roof  of  the  skull,  and  usually  remains  within  the  brain- 
membranes. 

As  in  Elasmobrancbs,  lobi  inferiores  and  a  saccus  vasculosus  are 
present  in  connection  with  the  infundibulum.  The  saccus  vasculosus  is  both 
glandular  and  vascular  in  structure,  and  its  duct  passes  into  the  infuiidibulmn  ; 
hence  it  is  sometimes  called  the  "  infundibular  gland."  . 

Ganoidei,  Dipnoi,  and  Amphibia. — Even  apart  from  the 
brains  of  Lepidosteus  and  Amia,  which  are  formed  on  the 
Teleostean  type,  a  common  ground-plan  cannot  be  laid  down  for  the 
brains  of  other  Ganoids,  Dipnoans,  and  Urodeles;  in  a  certain  mea- 
sure they  may  be  said  to  form  one  group,  but  in  many  points  they 
resemble  the  brain  of  Petromyzon.    They  are  all  distinguished  by 
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Fio.  116, — Brain  of  Polyptcrus  bichir.  (Side  view.) 
/,  olfactory  nerve  ;  II,  optic  nerve  ;  Lol,  olfactory  lobe  ;  VH,  prosencephalon,  with 
a  lateral  cleft  at  S,  and  the  cerebral  peduncles  (Pedc)  at  its  base,  which  radiate 
into  the  hemispheres  at  Cs  ;  ZH,  thalamencephalon,  at  the  base  of  which  is  the 
infundibulum  (Inf)  with  the  pituitary  body  (E)  ;  ME,  mid-brain  ;  EE,  cere- 
bellum ;  NH,  medulla  oblongata  ;  R,  spinal  cord. 

a  marked  development  of  the  cerebrum,  while  the  cerebellum  is 
only  represented  by  a  small  transverse  fold  of  nervous  matter 
on  the  anterior  end  of  the  medulla  oblongata  (Figs.  116  and 
117,  HH). 

The  mid-brain  is  always  paired ;  it  encloses  the  narrow 
aqueduct  of  Sylvius,  and  extends  laterally  outwards  into  the 
optic  tract.  The  extremity  of  the  epiphysis  sometimes  extends 
into  the  roof  of  the  skull  (Acipenser,  Ceratodus),  and  the  thalam- 
encephalon is  not  visible  to  any  great  extent  on  the  dorsal  side, 
though  much  more  of  it  is  exposed  in  Urodela  than  in  Gym- 
nophiona  and  Anura,  in  which  the  individual  regions,  especially 
the  laro-ely  developed  hemispheres  and  the  broadened  mid-brain 
(Fio-.  lfs,  VH,  MH),  are  much  more  closely  approximated  than  in 
Urodeles  and  Ganoids.1 

i  As  in  Elasmobranchs,  the  epiphysis  of  Anura  is  produced  into  a  long  tube,  the 
distal  end  of  which  not  only  passes  into  the  roof  of  the  skull,  but  (in  the  embryo) 
extends  even  to  the  skin.    It  becomes  reduced  later  on. 
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Fig.  117. — Brain  of  Salamandra  maculosa.    (A,  dorsal,  B,  ventral  view.) 

VE,  cerebral  hemispheres,  marked  off  by  a  furrow  (F)  from  the  olfactory  lobes  (Lot)  ; 
ZH,  thalamencejihalon,  with  the  pineal  gland  (Z)  and  the  ingrowth  of  the 
choroid  plexus  on  the  dorsal  side,  the  infundibulum  (Inf),  and  the  pituitary 
body  (E)  ;  ME,  optic  lobes  ;  EE,  cerebellum  ;  A'E,  medulla  oblongata  ;  Frh, 
fourth  ventricle  ;  B,  spinal  cord  ;  7,  olfactory  nerve ;  II,  optic  nerve,  with  its 
chiasma  ;  III,  oculomotor ;  V1,  V2,  Vs,  first,  second,  and  third  divisions  of  the 
trigeminal,  which  arise  from  the  Gasserian  ganglion  (G)  ;  Co,  commissure 
between  the  roots  of  the  trigeminal  and  facial  nerves  ;  VI,  abducent  nerve  ; 
VII  and  VIII,  facial  and  auditory  nerves,  arising  from  a  common  root  ;  Oh, 
auditory  capsule  ;  XI,  X,  glossopharyngeal  and  vagus  group  ;  G1,  ganglion  of 
vagus  ;  ISp,  II Sp,  first  (hypoglossal)  and  second  spinal  nerves. 


£.ol 
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Fib.  118.— Brain  of  Puma  emUenta.    (From  the  dorsal  side.) 
VH,  cerebral  hemispheres  marked  oil'  from  the  olfactory  lobes  (L,ol)  by  a  furrow  (/)  •  I 

SZ t0TyrrTVV  :  ?[  '  ^"ephalon,  with  the  ^  ^  (^);  ^  mid- 
brain ;  HE,  cerebellum  ;  NE,  medulla  oblongata ;  Frh,  fourth  ventricle 
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The  brain  of  Anura,  and  still  m'ore  that  of  Gymnophiona, 
reaches  a  much  higher  stage  than  'that  of  Urodeles,  which 
retains  to  a  greater  extent  a  resemblance  to  the  brain  of  Fishes. 
In  Rana,  moreover,  the  fore-parts  of  the  hemispheres  in  the 
region  of  the  olfactory  lobes  are  fused  together  in  the  middle  line  ; 
in  Urodeles  and  Protopterus  they  remain  distinct  throughout.  In 
Ceratodus  the  hemispheres  are  fused  together  dorsally,  and  in 
Ganoids  ventrally. 

Olfactory  lobes  may  be  largely  (Amphibia,  Polypterus, 
Ceratodus),  only  moderately  (Sturgeons),  or  not  at  all  (Protopterus) 
developed. 


Reptiles. 

The  brain  of  Reptiles  reaches  a  considerably  higher  stage  of 
development  than  that  of  the  forms  already  described,  and  this  is 


B 


Fig.  119.— Brain  of  BlinWoem  (Anguis  fragilis). 

B,  from  the  ventral  side.) 


(A,  from  the  dorsal, 


VH,  cerebral  hemispheres,  narrowing  anteriorly  to  pass  into  the  olfactory  tracts  (Tro) 
and  the  olfactory  lobes  (Lol)  ;  ZH,  thalamencephalic,  with  the  hypophysis  (E) 
MH,  optic  lobes,  encircled  behind  by  the  roots  of  the  optic  tracts  (Irop);  HH, 
cerebellum  ;  KH,  medulla  oblongata  fourtli^ventncle  \  M,^  spinal  cord; 

7,  olfactory  nerve 


;  //,  optic  nerve,  with  chiasma  (Chi)  ;  III,  oculomotor  ;  IV, 
trochlear  nerve  ;  V\  first  division  of  the  trigeminal,  with  its  special  ganglion  (fr  ) ; 


V-    V3  second  and  third  divisions  of  the  trigeminal,  arising  from  a  common  root 
V)  and  ganglion  (ff2) ;  VI,  abducent;  VII,  VIII,  facial  and  auditory  nerves 
a  ising  from  I  common  root ;  IX,  X,  XI,  glossopharyngeal  vagus  and  spinal 
accessory;  /7'S>>  first  and  second  spinal  nerves  ;         Varolian  bend. 

most  pronounced  by  the  individual  parts  coming  to  overlie  one 
another  to  a  greater  extent,  and  by  the  larger  development 
of  both  the  peripheral  and  basal  portions  of  the  hemispheres. 
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The  former  character  is  seen  most  plainly  in  the  Agamse 
and  Ascalabotaa  (Geckos),  the  latter  in  Snakes,  Chelonians 
and  Crocodiles.  A  knowledge  of  the  anatomy  of  the  skull  will 
help  us  as  regards  the  external  form  of  the  brain  of  Eeptiles,  and 
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Fig.  120. — Brain  of  Emys  europcea.    (A,  side,  B,  ventral  view.) 

VE,  cerebral  hemispheres  ;  Lol,  olfactory  lobe  ;  T,  temporal  lobe  ;  Inf,  infundi- 
bulum  ;  II,  hypophysis  ;  MH,  optic  lobes  ;  HE,  cerebellum  ;  NR,  medulla 
oblongata  ;  II,  spinal  cord  ;  7,  olfactory,  and  77,  optic  nerves  ;  Tro,  optic  tract  ; 
Chi,  optic  chiasma  ;  777,  oculomotor;  IF,  trochlear;  V1 — V3,  first,  second, 
and  third  divisions  of  the  trigeminal,  all  of  which  arise  from  the  Gasserian  gang- 
lion, QQ  ■  VI,  abducent,  VII,  facial,  VIII,  auditory,  IX,  glossopharyngeal,  A", 
vagus,  and  XI,  spinal  accessory  nerves;  I Sp,  IISp,  first  and  second  spinal 
nerves. 

the  reader  is  referred  to  that  section  of  the  introduction  to  the 
chapter  on  the  skull  in  which  the  interorbital  narrowing  of  the  cranial 
cavity  is  described  (p.  57). 

The  brain  of  Lizards  and  Blindworms  (Anguis)  exhibits  a  far 

L 
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lower  organisation  than  that  of  other 'Reptiles.  The  hemispheres 
are  small  and  pyriform,  and  all  the  different  parts  are  narrower 
and  more  extended  longitudinally ;  the  brain  thus  bears  a  closer 
resemblance  to  that  of  Urodeles  (compare  Figs.  119,  120,  A  and  B, 
and  121).  Olfactory  lobes  seem  to  be  wanting  in  Crocodiles  only. 
An  olfactory  ventricle  is  usually  present  in  each  lobe. 


Fig.  121. — Brain  of  Alligator.    (From  the  dorsal  side.) 
(After  Rabl-Kiickhard.) 

VH,  cerebral  hemispheres  ;  Z,  pineal  gland  ;  MU,  optic  lobes  ;  HH  and  M1, 
median  and  lateral  portions  of  the  cerebellum  ;  Frh,  sinus  rhomboidalis, 
bounded  by  the  eminentiae  acnsticse  (Eac),  the  tasnias  medullares  (T),  the  obex 
(Ob),  and  the  cl a va  (CI)  ;  I,  olfactory  nerve  ;  II,  optic  nerve  ;  IV,  trochlear  nerve  ; 
V,  trigeminal,  VIII,  auditory,  IX,  glossopharyngeal,  X,  vagus,  XI,  spinal 
accessory,  and  I  Sp,  II  Sp,  first  and  second  spinal  nerves. 

The  thalaniencephalon  is  always  depressed,  and  is  hardly, 
or  not  at  all,  visible  from  the  dorsal  side.  It  gives  rise  to  a 
distinct  infundibulum  as  well  as  to  an  epiphysis,  which  in  the 
embryos  of  Lizards,  as  in  those  of  Anura,  extends  into  the  roof  of 
the  skull,  but  which  becomes  narrowed  and  reduced  later. 

The  mid-brain  always  consists  of  a  well-marked  paired 
portion,  and  from  it  the  optic  tracts  pass  downwards  and  forwards 
to  the  ehiasma,  the  fibres  of  the  optic  nerve  taking  on  a  secondary 
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connection  with  the  mid-brain.  The  cerebellum  usually  consists 
of  a  thicker  median,  and  two  fold-  or  wing-like  lateral  portions. 
It  generally  overlies  the  sinus  rhomboidalis  for  some  distance, 
and° attains  its  greatest  development  in  the  Crocodilia  (Fig.  121, 
HE). 

Judging  from  the  casts  of  the  cranial  cavity,  the  Drain  of  Dinosaurians 
must  havelmen  very  lowly  organised,  and  much  more  nearly  related  to  that 
of  Lizards  than  to  that  of  Birds.  The  genus  Stegosaurus  possessed  the 
smallest  brain  of  any  terrestrial  Vertebrate  relatively  to  its  size. 


Birds. 


In  Birds,  the  hemispheres  are  so  largely  developed  that  they' 
overlie  the  anterior  part  of  the  mid-brain,  bending  back  the 
pineal  gland,  and  only  leaving  the  cerebellum  uncovered  (Fig.  122, 
A  and  B,  VH,  HH). 


Fig.  122.— Brain  of  Pigeon.    (A,  from  above  ;  B,  from  the  side.) 

VH,  cerebral  hemispheres  ;  Z,  pineal  gland  ;  MH,  optic  lobes  ;  HH,  HH1,  cerebel- 
lum (vermis  and  flocculi)  ;  NH,  medulla  oblongata  ;  B,  spinal  cord  ;  H,  pituitary 
body  ;  7,  olfactory  nerve  ;  Lol,  olfactory  lobe. 

The  cerebellum  consists  of  a  well-developed  and  folded  median 
lobe,  and  of  two  lateral  portions  (flocculi),  which  vary  much  both  in 
form  and  size;  Posteriorly  it  completely  covers  the  fourth  ventricle. 
The  two  optic  lobes  are  separated  from  one  another  and  pressed 
downwards,  so  as  to  lie  on  the  sides  of  the  brain  in  the  angle  between 
the  hemispheres,  cerebellum,  and  medulla  oblongata  (Fig.  122,  MH), 
and  they  are  connected  by  a  broad  commissure.  Olfactory  lobes' 
are  always  present,  but  only  slightly  developed.  The  corpora  striata 
(basal  portion  of  the  cerebrum)  lying  within  the  hemispheres  are 
so  largely  developed  that  they  form  by  far  the  greater  part  of  this 
region  of  the  brain. 

doJS^^W  °f  fcllS  P1^0118  Pc™d,  with  Hesperornis  at  their  bead, 
I d  lar  ■  oK«  I  Ztt  Reptilian-like  brain,  with  small  hemispheres 

S^sS^fc  3^^****^  w  'undeveloped, 


]48 


COMPARATIVE  ANATOMY. 


Mammals. 


W  hile  iu  many  cases  (e.g.  Marsupials,  Kodents,  and  Insecti- 
vores)  the  mid-brain  lies  more  or  less  freely  exposed,  in  the  series 
of  the  Primates  the  hemispheres  gradually  come  to  cover  all  the 
other  parts  of  the  brain.  The  presence  of  large  commissures  be- 
tween the  hemispheres — the  corpus  callosum1  and  fornix — 
is  very  characteristic  of  Mammals :  the  hemispheres  are  also  differ- 
entiated into  lobes,  which  are  usually  more  or  less  convoluted, 
giving  rise  to  gyri  separated  by  sulci,  which  serve  to  increase 
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FtG.  123. — Human  Brain.    (Median  longitudinal  vertical  section.) 
(Mainly  after  Reichert.  )s 

VH,  cerebrum  ;  To,  optic  thalamus  (thalameneephalon),  with  the  middle  commissure 
(Cm)  ■  Z,  pineal  gland  ;  T,  infundibulimi ;  E,  pituitary  body  ;  ME,  corpora 
bi^emina,  with  the  aqueduct  of  Sylvius  (Aq),  anterior  to  which  is  seen  the 
posterior  commissure  [Op)  ;  EE,  cerebellum  ;  NE,  medulla  oblongata  with  the 
pons  Varolii  (P)  ;  R,  spinal  cord  ;  B,  corpus  callosum  ;  G,  fornix,  which  extends 
antero-ventrally  to  the  lamina  terminalis  (Col),  in  the  upper  part  of  which  is  seen 
the  anterior  commissure  (Cta),  and  between  the  latter  and  the  optic  thalami  (lo) 
the  foramen  of  Monro  (FM)  ;  Teh,  tela  choroidea  ;  I,  olfactory  nerve  ;  U, 
optic  nerve. 

the  superficial  area.  The  amount  of  convolution  varies  much 
in  the  different  orders:  thus  in  the  brain  of  Primates  frontal, 
parietal,  occipital,  temporal,  and  central  lobes  may  be  dis- 
tinguished.2 The  central  lobes  correspond  to  the  region  described 
above  as  the  basal  portion  of  the  prosencephalon. 

i  The  corpus  callosum  is  very  small  in  Monotremes  and  Marsupials,  only  the  part 
oorres  oudhJ  to  the  anterior  genu  of  higher  types  being  developed  and  this  is  ho 
S  Xch  is  the  first  to  appear  in  the  embryo  of  the  latter.  The  relative  size  of  the 
pair  wxuou .a  Afverse  nroiiortion  to  that  ot  the  corpus  callosum. 

aiBta£SS5?T fhe  lateral  ventricles,  so  that  an  anterior,  a  posterior,  and  an 
in  ferior  cornu  can  be  distinguished  m  each. 
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The  division  of  the  cerebellum  into  a  median  and  two  lateral 
portions,  already  indicated  in  Reptiles,  but  much  more  plainly 
marked  in  Birds,  is  carried  to  a  still  further  extent  in  Mammals. 


Fig.  124.— Convolutions  of  the  Human  Brain.    (After  A.  Ecker.) 

Lf  frontal  lobe  ;  Lp,  parietal  lobe  ;  Lo,  occipital  lobe  ;  T,  temporal  lobe  ;  a,  b,  c, 
'  superior,  middle,  and  inferior  frontal  gyri ;  X,  0,  anterior  and  posterior 
central  convolutions,  separated  from  one  another  by  the  fissure  of  Rolando  (A)  ; 
em,  the  calloso-marginal  sulcus,  on  the  dorsal  surface  ;  P,  P\  superior  and 
inferior  parietal  gyri,  separated  from  one  another  by  the  interparietal  fissure 
(I)  ;  Po,  parieto -occipital  fissure  ;  FS,  Sylvian  fissure  ;  1  to  3,  superior,  middle, 
and  inferior  temporal  convolutions  ;  HH,  cerebellum  ;  NH,  medulla  oblongata  ; 
11,  spinal  cord. 

The  median  portion  gives  rise  to  the  so-called  superior  vermis, 
while  the  lateral  parts  form  the  lateral  lobes  and  flocculi. 


Fig.  125. — Diagrammatic  Figure  of  the  Principal  Bands  of  Nerve-Fibres 
of  the  Mammalian  Brain.    (From  a  drawing  by  A.  Ecker.) 

Cacb,  crura  medullar  ad  cerebellum  ;  Cap,  crura  cerebelli  ad  pontem  ;  Cac,  crura 
cerebelli  ad  corpora  bigemina  ;  C.C.,  crura  cerebri  ;  HH,  hemispheres  ;  Cs,  corpus 
striatum  ;  Th,  optic  thalamus  ;  L,  lemniscus  ;  P,  pons  Varolii  ;  HH,  cere- 
bellum. 

The  two  lateral  lobes  are  connected  by  a  large  commissure,  the 
pons  Varolii  (Fig.  123,  P)  :  this  extends  round  the  medulla 
oblongata  ventrally,  and  is  more  largely  developed  the  higher  we 
pass  in  the  Mammalian  series. 
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Other  bands  of  nerve-fibres  connecting  parts  of  the  brain 
are  spoken  of  as  peduncles  of  the  cere'bellum  (crura  medullse  ad 
cerebellum,  crura  cerebelli  ad  pontem,  and  crura  cerebelli  ad 
corpora  bigemina)  and  cerebrum  (crura  cerebri)  (Fig.  125). 

In  Mammals  the  mid-brain  is  of  smaller  relative  size  than  in 
other  Vertebrates  (Fig.  123,  MH).  A  transverse  furrow  across  its 
dorsal  surface  divides  it  into  four  lobes  (corpora  bigemina). 


Fig.  126.— Casts  of  the  Bkain-Cases  of  Eocene  Mammals.    (After  Marsh.) 
Skull,  with,  brain  indicated,  of  A,  Tillotherium  fodiens  ;  B,  Brontotherium  ingens ; 
6,  Coryphodon  hnmatus  ;  D,  Dinoceras  mirabile.    E  and  F,  ventral  and  lateral 
views  of  casts  of  the  brain  of  Dinoceras  mirabile. 

The  pineal  gland  (Fig.  123,  Z)  is  displaced  by  the  enlarged 
hemispheres,  and  rests  upon  the  anterior  lobes. 

The  reader  is  referred  to  Fig.  123  for  details  as  to  the  relations 
of  the  corpus  callosum,  the  fornix,  the  thalamencephalon,  the 
three  commissures  of  the  central  portion  of  the  brain,  &c.  These 
parts  will  be  better  understood  by  a  comparison  with  the  descrip- 
tion of  their  development  given  in  the  introduction  to  this  chapter. 
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The  brains  of  Tertiary  Mammals  were  in  a  very  low  stage  of 
development  (comp.  Fig.  126,  A  to  F).  Quite  apart  from  the 
relatively  diminutive  size  of  the  brain,  and  more  particularly  oi  the 
hemispheres,  its  structure  reminds  us  in  many  points  of  the  Reptilian 
brain,  though  these  animals  were  probably  related  to  the  Ungulata 
and  Proboscidea. 


II.  PERIPHERAL  NERVOUS  SYSTEM.  ■ 

By  means  of  the  peripheral  nervous  system  a  physiological 
connection  is  established  between  the  periphery  of  the  body  and  the 
central  nervous  system  in  both  centripetal  and  centrifugal  directions. 
All  parts  of  it,  whether  formed  of  nerve-cells  or  fibres,  appear  to 
arise  as  bands  or  outgrowths  of  the  central  nervous  system,  and 
are  consequently  derivatives  of  the  epiblast.  Thus  the  whole 
nervous  system  represents  a  single  organ  morphologically  as  well  as 
physiologically,  and  the  connection  of  the  nerves  with  their  periphe- 
ral end-organs  is  to  be  looked  upon,  at  least  as  far  as  we  know  at 
present,  as  a  secondary  one. 

Two  principal  groups  of  peripheral  nerves  may  be  distinguished, 
viz.  spinal  and  cranial,  that  is,  those  which  arise  from  the  spinal 
cord  and  brain  respectively.  The  first  are  the  more  primitive  and 
simple  structures,  and  they  all  show  a  similar  arrangement  along  both 
dorsal  and  ventral  sides  of  the  sjrinal  cord,  so  that  each  segment  of  the 
trunk  possesses  a  dorsal  and  a  ventral  pair.  The  former  consists  of 
sensory,  the  latter  of  motor  fibres. 

This  regular  arrangement  can  no  longer  be  plainly  recognised 
in  all  the  cerebral  nerves.  Their  condition  in  the  early  embryo, 
however,  shows  that  they  have  a  similar  origin  to  the  spinal  nerves  : 
both  groups  arise  from  two  continuous  longitudinal  ridges  of  cells 
lying  along  the  dorso-lateral  regions  of  the  medullary  cord,  which 
become  later  differentiated  into  segmentally-arranged  ganglia,  the 
intersegmental  portions  undergoing  no  further  development. 

Nerve-fibres  (processes  of  the  multipolar  nerve-cells,  consisting 
of  axis-fibres)  now  grow  out  from  the  dorsal  region  of  the  spinal 
cord  into  this  chain  of  ganglia,  pass  through  them,  and  appear 
again  on  the  other  side.  The  dorsal  nerve-roots  thus  arise 
secondarily,  that  is,  after  the  conversion  of  the  neural  ridge 
into  a  chain  of  ganglia,  while  the  ventral  roots  are  developed 
independently  from  the  medullary  cord,  and  appear  to  be  formed 
later  than  the  dorsal. 

We  must  thus  bear  in  mind  that  each  dorsal  or  sensory  nerve, 
whether  it  belongs  to  the  brain  or  to  the  spinal  cord,  has  originally  a 
ganglion  in  connection  with  it,  while  in  the  ventral  nerves  a 
ganglion  is  wanting. 

On  the  distal  side  of  each  ganglion,  both  nerve-roots  become 
bound  up  in  a  common  sheath,  though  many  facts  seem  to  indicate 
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that  in  the  ancestors  of  existing  Vertebrates  the  dorsal  and  ventral 
roots  remained  distinct. 

The  common  trunk  formed  by  the  junction  of  the  two  roots 
divides  up  again  into  a  dorsal,  a  ventral,  and  an  intestinal 
branch.  The  first  of  these  goes  to  the  muscles  and  skin  of  the 
back,  the  second  supplies  the  lateral  and  ventral  portions  of  the 
body-wall,  while  the  intestinal  branch  comes  into  connection  with 
the  sympathetic  (see  p.  160). 

1.  Spinal  Nerves. 

As  a  general  rule,  each  corresponding  pair  of  dorsal  and  ventral 
roots  lies  in  the  same  transverse  plane :  an  exception  to  this  is  seen 
however,  in  Amphioxus,  Cyclostomes,  and  Elasmobranchs.  In 
Amphioxus  the  mesoblastic  somites  of  the  right  and  left  side 
are  arranged  alternately,  and  thus  the  points  of  exit  of  the 
nerves  also  alternate,  while  in  the  two  last-named  groups  of  Fishes 
each  ventral  pair  alternates  with  a  dorsal  pair.  In  Ganoids  also 
lateral  displacements  of  the  nerve-roots  are  to  be  met  with. 

While  in  Fishes  the  greatest  variations  are  seen  as  regards  the 
mode  of  exit  of  the  nerves  (which  pass  through  the  intercalary 
pieces  of  the  vertebral  column,  through  the  arches,  or  between  them), 
from  the  Amphibia  onwards  the  nerves  alwaj's  make  their  exit  on 
each  side  between  the  arches,  through  the  intervertebral  foramina. 
In  their  primitive  undifferentiated  condition  the  spinal  nerves  have 
a  strictly  metameric  arrangement,  and  are  equally  developed  in  all 
regions  of  the  body.  As  already  pointed  out  in  the  chapter  on  the 
spinal  cord,  this  condition  becomes  modified  by  the  development  of 
the  appendages,  so  that  a  number  of  spinal  nerves  unite  together  to 
form  plexuses,1  which  according  to  their  position  are  spoken  of  as 
cervical,  brachial,  lumbar,  sacral,  &c.  The  number  and  size 
of  the  nerves  composing  them  is  usually  directly  proportional  to 
the  development  of  the  appendages :  a  special  description  of  them, 
however,  cannot  be  given  here,  and  only  the  following  points  will 
be  touched  upon. 

In  contrast  to  Fishes,  the  great  variation  in  the  plexuses  of  which 
renders  it  impossible  to  reduce  them  to  a  common  plan,  we  find 
from  the  Amphibia  onwards  a  typical  grouping  of  the  branches 
of  the  brachial  plexus.  The  following  branches  may  be  distin- 
guished : — (1)  Anterior  thoracic  nerves  (the  dorsalis  scapulae 
and  thoracicus  posterior  s.  lateralis  of  human  anatomy);  (2) 
anterior  brachial  nerves,  the  homologues  of_  the  subscapulars, 
cutaneus  brachii  internus  minor  (with  limitations),  axillaris,  and 
radialis;  (3)  posterior  brachial  and  thoracic  nerves  (tho- 
racici  s.  pectorales  anteriores,  cutaneus  internus  major  s.  medius 
musculo-cutaneus,  median,  and  ulnar  nerves  (with  limitations). 

1  For  a  description  of  their  composition,  see  "Wledersheim's  Lehrbuch  der  vergl 
Anatomic. 
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The  lumbo-sacral  plexus  shows  in  general,  and  more 
particularly  in  Mammals,  much  greater  variations  than  does  the 
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Fig.  127. — Cerebral  Nerves  and  Brachial  Plexus  op  Salamandra  aim. 

Va,  ophthalmic  branch  of  the  trigeminal  ;  Vb,  its  maxillary  branch  ;  Vc,  its 
mandibular  branch  ;  tl,  entrance  of  the  ophthalmic  branch  into  the  nasal  capsule 
and  Va,  its  extension  forwards  to  the  snout ;  VII,  facial  nerve  ;  VIIa,  its  hyo- 
mandibular  branch  ;  VI Ib,  its  palatine  branch,  which  enters  the  nasal  capsule 
at  *  ;  Go,  commissure  between  the  facial  and  glossopharyngeal  {IX ) ;  IXa,  branch 
of  the  glossopharyngeal  to  tongue  ;  IXb,  its  pharyngeal  branch  ;  X,  vagus  ;  Xl, 
spinal  accessory  ;  XII 1,  hypoglossal  (first  spinal  nerve,  which  becomes  connected 
peripherally  with  the  second  spinal  nerve,  XII 2)  ;  1  to  5,  the  first  five  spinal 
nerves  ;  Pl.brach.,  brachial  plexus  ;  Sy,  sympathetic  cord,  showing  a  connection 
with  the  spinal  nerves  at  Sy1 ;  Or,  orbit ;  M,  maxilla. 

brachial  plexus.  The  nerves  arising  from  it  are  spoken  of  as 
obturator,  crural,  and  sciatic.  The  latter  divides  up  in  the 
hind-hmb  into  a  tibial  and  a  fibular  nerve. 


2.  Cranial  Nerves. 

As  already  mentioned,  the  cranial  nerves  become  so  much 
modified  in  the  course  of  development  that  their  primary  rela- 
tions, as  a  rule,  can  be  no  longer  recognised.  Nevertheless,  it  is 
important  to  understand  these  primary  relations  thoroughly  before 
pursuing  our  inquiries  further.  It  must  therefore  be  borne  in  mind 
that  the  head  is  primitively  composed  of  a  series  of  metameres,  and 
that  the  brain  and  skull  are  correlated  genetically.1 

We  must  now  ascertain,  as  far  as  is  possible  in  the  present 
state  of  our  knowledge,  to  which  individual  metameres  the  different 
cranial  nerves  belong  (see  Fig.  41).  The  latest  researches  on  this 
subject  have  reference  mainly  to  Elasmobranch  embryos  though  the 
results  obtained  have  been  confirmed  in  other  Fishes  (Cyclostomi 
leieostei),  and  to  a  certain  extent  in  Mammals  also. 

1  .For, the  appearance  of  dorsal  ganglia  of  the  cranial  nerves  in  the  embryo,  compare 
the  chapter  on  the  sensory  organs  of  the  integument,  p.  166.  compare 
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The  following  general  summary  give's  a  scheme  of  the  primitive 
relations  of  the  head  segments.  It  is  to  ' be  noticed  that  the  first 
and  second  cranial  nerves — the  olfactory  and  the  optic — are  not 
mentioned  in  the  list,  for  reasons  to  be  explained  later. 


Table  showing  thk  Segmental  Arrangement  of  the  Cranial  Nerves, 
with  their  Relation  to  the  Metameres  of  the  Head. 


Ventral  branch. 

Dorsal  branch. 

1st   Metamere  (superior, 
inferior,  and  internal  rec- 
tus, and  inferior  oblique 
muscle). 

Oculomotor  {III). 

Ramus  ophthalmicus  pro- 
fundus of  the  trigeminal 

(H. 

2nd  Metamere  (superior 
oblique). 

Trochlear  [IV). 

Trigeminal  (with  the  excep- 
tion of  its  ramus  ophthal 
micus  profundus). 

3rd   Metamere  (external 

Abducent  ( VI). 

rectus). 

4  tb.  Metamere  (muscles 
wbich  are  early  aborted). 

Wanting. 

[  Facial  ( VII),  and  audi- 
tory (VIII). 

5th  Metamere  (muscles 
which  are  early  aborted). 

Wanting. 

Glossopharyngeal  (IX). 

6th  Metamere  (very  rudi- 
mentary muscles). 

Appears  to  be  want- 
ing. 

7th  to  9th  Metameres 
(muscles  extending  from 
the  skull  to  the  pectoral 
arch,  including  the  an- 
terior portion  of  the 
sterno-hyoid). 

Hypoglossal  (XII). 

,  Vagus  (X). 

The  cranial  nerves  may  be  divided  into  four  main  groups,1  quite 
apart  from  their  metameric  signification.  The  first  consists  of  the 
olfactory,  or  first,  and  the  optic,  or  second  cranial  nerve;  the 
second  of 'the  nerves  of  the  eye-muscles,  i.e.  the  oculomotor, 
trochlear,  and  abducent  nerves,  the  third  of  the  trigeminal 
with  the  auditory  and  facial, and  the  fourth  of  the  glossopharyn- 
geal and  vagus.  The  eleventh  cranial  nerve,  or  spinal  accessory, 
as  well  as  the  twelfth,  or  hypoglossal,  although  they  occasionally 
(in  Mammals  for  instance)  are  included  within  the  cranial  cavity, 
come  under  the  category  of  spinal  nerves. 

Olfactory  Nerve. — The  olfactory,  when  compared  with  the 
other  cranial  nerves,  possesses  many  peculiarities,  which  seem  to 
give  it  an  isolated  position.    It  grows  out  secondarily  from  the 

i  No  satisfactory  morphological  explanation  has  yet  been  given  of  the  two  pairs  of 
nerves  branching  out  to  supply  the  anterior  end  ot  the  body  m  Amphioxus. 
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olfactory  lobe  or  from  a  part  of  the  brain  developed  from  it,  and 
does  not  at  first  consist,  like  the  ordinary  cranial  and  spinal 
nerves,  of  a  series  of  non-nucleated  axis  fibres,  but  has  the  form  of 
nucleated  bundles,  which  arise  from  a  network  of  star-shaped 
cells  of  the  olfactory  lobe.  These  nuclei  are  therefore  identical 
with  the  nuclei  of  nerve-cells.1 

These  observations  were  made  on  the  human  subject,  and  it  is  very  desirable 
that  similar  researches  should  be  extended  to  the  lower  Vertebrates.  It  might 
then  be  possible  to  explain  the  fact  that  the  roots  of  the  olfactory  nerve  are 
usually  double.  The  roots  either  eventually  unite  on  either  side  to  form  a 
common  trunk,  or  else  (less  commonly)  remain  entirely  separate,  so  that  two 
olfactory  nerves  jierforate  the  ethmoid  on  each  side  (Gymnophiona). 

A  definite  cribriform  plate  is  not  always  present ;  far  more 
commonly  the  whole  undivided  trunk  of  the  olfactory  nerve  ex- 
tends into  the  nasal  cavity,  and  only  then  begins  to  break  up. 
This  holds  good  for  by  far  the  greater  number  of  Vertebrates  below 
Mammals,  as  well  as  for  Monotremes. 

It  appears  very  probable  that  the  olfactory  nerve,  in  spite  of  its 
peculiarities  in  the  human  subject,  arises  primitively,  that  is, 
phylogenetically,  in  a  similar  manner  to  the  ordinary  cranial  nerves. 
The  important  circumstance  that  in  Fishes  it  arises  from  the  primi- 
tive ridge  of  the  medullary  tube,  from  which  all  the  other  nerves 
take  their  origin,  is  in  favour  of  this  supposition. 

Optic  Nerve. — As  already  mentioned,  the  optic  nerve  arises 
from  the  stalk  of  that  outgrowth  of  the  primary  fore-brain  which  is 
spoken  of  as  the  primary  optic  vesicle.  Inasmuch,  therefore, 
as  it  represents  a  part  of  the  brain,  it  cannot  be  compared  with 
any  of  the  other  nerves.  It  remains  for  further  researches  to  show 
whether  it  is  possible,  on  phylogenetic  grounds,  to  consider  it  as 
originally  a  segmental  nerve. 

Three  more  or  less  sharply  differentiated  portions  may  in  most 
cases  be  distinguished  in  the  optic  nerve  ;  these  are  spoken  of  from 
the  proximal  to  the  distal  end  respectively  as  the  optic  tract) 
chiasma,  and  nerve. 

The  chiasma,  that  is,  the  crossing  of  the  two  optic  nerves,  is 
always  present,  though  not  always  freely  exposed,  for  it  may  re- 
tain a  primitive  position  deeply  embedded  in  the  base  of  the  brain, 
as  in  Cyclostomes. 

While  in  most  Teleosteans  the  optic  nerves  simply  overlie  one 
another  (Fig.  128,  A),  in  some  of  these  Fishes  (Harengus,  Engraulis, 

rlirLT1'6  ol^.c\OTJ  ^es  which  are  closely  united  with  the  hemispheres,  are  originally 
directly  applied  to  the  olfactory  mucous  membrane,  which  is  perforated  by  numerous 
5JS  fl0m  them'  This  condition  persists  throughout  life  in  Cyclostomes  :  in 
otne  J  isncSj  in  correspondence  with  the  separation  of  the  olfactory  organs  and  brain 
iTfn  IZ  < dar*  Srowth  of  the  head,  each  olfactory  lobe  becomes  drawn  out  into  an 
olfactory  tract,  the  mam  mass  of  the  lobo  remaining  in  connection  with  the 

UieSto^hanrl  thUS  brg,Widely  SePa™ted  from  the  In  Klasmobranchs 

Slender!  y  Sh°rt  and  thick'  whUe  in  TtilposteaM  they  are  long  and 
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Fig.  128,  B),  one  nerve  passes  through  a  slit  in  the  other,  and  this 
condition  of  things  is  gradually  carried  still  further  in  Reptiles,  until 
finally  the  fibres  of  the  two  nerves  intercross  in  a  very  complicated 
manner  (Fig.  128,  G,  D),  giving  rise  to  a  sort  of  basket-work  ;  this  is 
finest  and  most  delicate  in  Mammals,  where  its  structure  can  only 
be  analysed  by  comparing  a  series  of  sections. 


'Fig.  128. — Chiasma  of  the  Optic  Nerves.  (Semidiagramniatic.)  A,  chiasma  as 
seen  in  the  greater  number  of  Teleostei ;  B,  in  Herring  ;  C,  in  Lacerla  agilis  ;  D, 
in  an  Agama  ;  E,  in  a  higher  Mammal. 

Chi,  chiasma  of  the  bundle  of  nerves  lying  centrally  ;  Ce,  Ce1,  S,  S\  lateral  fibres  ; 

Co,  commissure. 


Nerves  of  the  Eye-muscles. — The  nerves  of  the  eye-muscles, 
that  is,  the  oculomotor,  trochlear,  and  abducent,  supply  the 
muscles  which  move  the  bulb  of  the  eye,  as  already  mentioned 
in  the  table  showing  the  metameric  distribution  of  the  cranial 
nerves  (see  p.  154).  . 

The  so-called  ciliary  ganglion  belongs  to  the  ramus  cilians, 
or,  what  comes  to  the  same  thing,  to  the  ramus  profundus  of  the 
trigeminal,  and  it  thus  represents  the  most  anterior  ganglion  of  the 
head.    Its  relations  to  the  oculomotor  are  secondary. 

Trigeminal.— This  is  one  of  the  largest  of  the  cerebral  nerves. 
As  its  name  implies,  it  divides  up  on  each  side  into  three  mam 
branches— an  ophthalmic  (1st  division)  consisting  of  a  super- 
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facial  and  a  deep1  branch,  a  maxillary  (2nd  division),  and  a 
mandibular  (3rd  division). 

The  first  of  these  arises  separately,  like  a  dorsal  root  of  a  spina] 
nerve,  while  the  other  two  represent  primitively  a  single  branch, 
corresponding  to  the  mandibular,  from  which  the  maxillary  grows 
out  secondarily. 


Fig.  129. — Cranial  Nerves  of  Anguis fragilis. 

G,  Gasserian  ganglion,  from  which  proceed  the  three  branches  of  the  trigeminal,  V", 
Vb,  and  Vc :  behind  it  is  seen  a  sling-like  commissure  of  the  sympathetic  (Sy 
and  Co),  which  connects  the  trigeminal  with  the  vagus-group  (IX,  X )  :  from 
this  commissure  arises  a  sympathetic  ganglion  (Gg),  as  well  as  a  long  cord  {Sym) 
passing  to  the  second  sympathetic  ganglion,  Ggl ;  VIIa,  VIP,  the  facial  nerve 
appearing  through  two  separate  apertures  ;  f,  connection  between  the  palatine 
branch  of  the  facial  and  the  maxillary  division  of  the  trigeminal ;  *t,  points  of 
entrance  of  the  maxillary  and  ophthalmic  divisions  respectively  of  the  trigeminal 
into  the  nasal  capsule  ;  Mm,  Mm,  branches  of  the  mandibular  branch  to  the 
masticatory  muscles  ;  GX,  ganglion  of  the  vagus  ;  Li,  inferior  laryngeal  nerve  ; 
p,  superior  laryngeal ;  Ri,  intestinal  branch  of  the  vagus  ;  XII,  hj'poglossal  (the 
two  first  spinal  nerves)  ;  3  to  6,  third  to  sixth  spinal  nerves  ;  0,  auditory  capsule  ; 
Heap,  scapula  ;  A,  eye  ;  D,  D1.  lacrymal  and  posterior  part  of  Harderian  gland. 


The  fact  that  in  many  Vertebrates  the  trigeminal  arises  by  two 
separate  roots  indicates  its  double  nature,  as  does  also  the  fact 
that,  contrary  to  the  general  rule,  all  three  divisions  do  not  unite  in 
a  single  ganglion  (the  Gasserian),  but  each  main  branch  may  be 
provided  with  an  independent  ganglion. 

In  all  Vertebrates,  the  first  division  of  the  trigeminal, 
with  its  deep  (naso-ciliary)  and  superficial  branch,  supplies  the 
integument  of  the  forehead  and  snout,  as  well  as  the  integu- 
mentary coverings  of  the  orbit  and  certain  parts  of  the  eye- 
ball.   It  is  entirely  sensory. 

The  second  division  of  the  trigeminal,  which  is  also  a 
sensory  nerve,  is  connected  with  the  facial,  and  extends  first 
along  the  floor  of  the  orbit,  then  passes  to  the  upper  jaw,  supplying 
the  teeth,  and  finally,  as  the  infraorbital  branch,  perforates  the 

r  ,™  hl  ^iheS  T1  Am11,hibia  the  dccP  branch  forms  an  independent  twig  ;  in  higher 
forms  it  ,s  bound  up  with  the  superficial  branch  as  the  naso-ciliary  nerve 
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skull  to  reach  the  integument  in  the  regfbrj  of  the  upper  jaw,  snout, 
and  upper  lip. 

The  third  division  of  the  trigeminal  is  of  a  mixed  nature  ; 
it  supplies  on  the  one  hand  the  masticatory  muscles,  and  also  gives 
rise  to  the  great  sensory  nerve  of  the  tongue  (lingual  or  gustatory 
nerve),  while  another  branch,  passing  through  the  inferior  dental 
canal,  supplies  the  teeth  of  the  lower  jaw,  and  then  gives  off 
one  or  more  branches  to  the  integument  of  the  latter  and  of 
the  lower  lip.  It  is  usually  connected  with  the  chorda  tympani 
branch  of  the  facial. 

Facial  and  Auditory  Nerves. — Both  arise  from  a  common 
ganglion,  the  former,  as  we  have  seen,  coming  into  close  relation 
with  the  trigeminal. 

The  facial,  which  is  originally  a  mixed  .nerve,  divides  into  three 
branches,  a  hyomandibular,  a  palatine,  and  a  buccal.  The  first, 
which  is  connected  with  the  glossopharyngeal  by  means  of  the 
so-called  anastomosis  of  Jacobson,  is  distributed,  as  its  name  im- 
plies, mainly  to  the  region  of  the  first  and  second  visceral  arches ; 
thus  in  Fishes  it  goes  to  the  parts  around  the  spiracle  and  to  the 
muscles  of  the  operculum  and  branchiostegal  membrane.  A  small 
remnant  of  this  branch  in  the  higher  Vertebrates  supplies  the  stylo- 
hyoid muscle  and  the  posterior  belly  of  the  digastric. 

In  Mammals  the  facial  is  a  purely  motor  nerve,  supplying 
mainly  the  facial  muscles,  as  well  as  the  platysma  myoides,  which 
has  the  closest  relations  to  them  (comp.  p.  121). 

The  auditory  is  always  a  very  large  nerve,  and  soon  after  its 
origin  from  the  brain  it  divides  into  a  cochlear  and  a  vestibular 
branch.  The  former  passes  to  the  cochlea,  while  the  latter  supplies 
the  rest  of  the  auditory  labyrinth. 

Glossopharyngeal  and  Vagus.— These,  which  are  of  a  mixed 
nature,  have  not,  like  the  other  cranial  nerves,  their  distribution 
limited  to  the  head. 

In  Fishes  and  gill-breathing  Amphibians  the  vagus  branches 
out  to  the  region  of  the  visceral  and  branchial  apparatus,  as  well 
as  to  the  muscles  of  the  shoulder  and  anterior  extremity 
fProtopterus).  It  then  extends  backwards  along  the  sides  of 
the  body  under  the  skin  to  the  tail  as  one  or  more  lateral 
nerves,  supplying  sensory  organs.1 

Further,  in  all  Vertebrates  it  is  distributed  to  the  anterior 
part  of  the  alimentary  canal,  giving  rise  to  a  pharyngeal,  an 
oesophageal,  and  a  gastric  plexus,  besides  giving  off  branches  to  the 
heart  and  to  the  whole  respiratory  system,  from  the  larynx  to  the 
lungs  (air-bladder).  ,  . 

Thus  cephalic,  cervical,  thoracic,  and  abdominal  por- 
tions of  the  vagus  can  be  distinguished  in  the  higher  Vertebrates. 

J  Compare  the  chapter  on  sensory  organs,  n.  165. 
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Both  vagus  and  glossopharyngeal  are  always  closely  connected  with 
the  sympathetic  system  by  anastomoses:  in  Fishes  the  glosso- 
pharyngeal supplies  the  region  of  the  first  (hyobranchial)  cleft,  while 
in  the  higher  Vertebrates  it  passes  to  the  tongue  as  the  nerve  of 
taste,  andjike  the  vagus,  gives  rise  to  a  pharyngeal  plexus. 


Mat  xzr    run  va  jrra 

-  !  !    1  t  j 


Fig.  130. — Cranial  Nerves  and  Brachial  Plexus  of  Scylliwn  canicula. 

II,  optic  nerve  ;  III,  oculomotor  ;  IV,  trochlear ;  Va  (upper),  superficial  branch,  and 
Va  (lower),  deep  branch  of  the  first  division  of  the  trigeminal  (the  two  branches 
anastomose  at  *  within  the  nasal  capside) ;  Vbc,  maxillo-mandibidar  branch  ; 
V*,  maxillary  branch  ;  Vc,  mandibular  branch  ;  VI,  abducent ;  VII,  facial  ; 
VII",  its  hyomandibular  branch  ;  VIIb,  its  palatine  branch  ;  IX,  glossopharyn- 
geal ;  X,  vagus ;  Mat,  its  lateral  branch  ;  ttt,  gill-clefts  ;  1  to  14,  the  first 
fourteen  spinal  nerves,  forming  the  brachial  plexus  (Pl.brach)  ;  0,  auditory 
capsule  ;  -S)>,  spiracle  ;  Or,  orbit ;  MS,  cleft  of  mouth. 


Spinal  Accessory. — This  nerve  arises  some  distance  back 
along  the  cervical  portion  of  the  spinal  cord,  in  the  region  from 
which  the  fourth  to  fifth  cervical  nerves  come  off;  from  this 
point  it  passes  forwards,  taking  up  fibres  from  the  cervical  nerves 
as  it  goes.  It  extends  along  the  side  of  the  medulla  oblongata 
into  the  cranial  cavity,  there  becomes  associated  with  the  root  of 
the  vagus,  and  leaves  the  skull  through  the  same  foramen  as  the 
latter.  It  appears  j>lainly  for  the  first  time  in  Chelonia,  and 
supplies  certain  of  the  muscles  related  to  the  pectoral  arch,  e.g. 
the  sternocleidomastoid  and  the  trapezius. 

Hypoglossal.— This  purely  motor  nerve  closely  resembles  a 
spinal  nerve,  and  is  distributed  (having  here  and  there  anastomoses 
with  the  cervical  plexus)  to  certain  muscles  lying  on  the  floor  of  the 

month  nnrl  +r>  /-,+1>™„   i_   ^  ,i  ,°  .  , 
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mouth,  and  to  others  extending  between  the  pectoral  arch  (sternum) 
and  nyoid  (which  morphologically  are  trunk-muscles  and  not  vis- 
ceral muscles),  as  well  as  to  the  muscles  of  the  tongue  proper 
which  are  differentiated  from  the  latter.    (Compare  p  119).  In 
the  Ichthyopsida  it  is  not  included  within  the  skull,  and  is  there 
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represented  by  the  first  and  sometimes  also  the  second  spinal  nerve. 
Both,  to  a  greater  or  less  degree,  take  part  in  forming  the  brachial 
plexus.1 

SYMPATHETIC. 

The  sympathetic  nervous  system  is  derived  from  the  ganglia  of 
the  cranial  and  spinal  nerves,  and,  as  already  mentioned,  is 
distributed  mainly  to  the  intestinal  tract  (in  the  widest  sense), 
the  vascular  system,  and  the  glandular  organs  of  the  body. 

From  each  spinal  ganglion  of  the  embryo,  a  nerve  grows  out, 
which  has  been  already  referred  to  as  an  "intestinal"  nerve  (p.152). 
After  extending  a  short  distance,  dorsal  to  the  cardinal  vein,  each 
nerve  passes  into  a  small,  irregularly-shaped  mass  of  nerve-cells, 
and  these  ganglia,  like  those  of  the  spinal  nerves,  show  originally 
a  segmental  arrangement.  As  they  become  united  together  by 
longitudinal  commissures,  a  chain-like  paired  sympathetic  cord 
is  formed  (Fig.  104,  S,  SI  to  BIG).  From  its  ganglia  nerves  pass 
off  to  the  above-mentioned  systems  of  organs,  and  its  original 
connection  with  the  central  nervous  system  persists. 

The  sympathetic  extends  not  only  along  the  vertebral  column, 
but  passes  anteriorly  into  the  skull,  where  it  comes  into  relations 
with  a  series  of  the  cranial  nerves  similiar  to  those  which  it  forms 
further  back  with  the  spinal  nerves.  In  the  Frog,  where  it  becomes 
connected  with  the  ganglion  of  the  vagus,  a  considerable  number  of 
its  fibres  pass  together  with  the  latter  nerve  to  the  heart,  and  thus 
the  nerve  which  is  generally  known  as  the  vagus  stem  is  in  reality 
vagus  plus  sympathetic. 

The  original  segmental  character  usually  disappears  later  on, 
and  this  is  especially  the  case  in  those  regions  where  marked 
modifications  of  the  earlier  metameric  arrangement  of  the  body 
have  taken  place,  e.g.  in  the  neck. 

In  Crocodiles  and  Birds  a  part  of  the  sympathetic  cord  runs 
within  the  vertebrarterial  canal  alongside  the  vertebral  artery,  while 
in  all  other  Vertebrates  the  whole  cord  lies  along  the  ventral  side 
of  the  vertebral  column  :  it  is  generally  situated  close  to  the  latter, 
and  overlies  the  vertebral  ends  of  the  ribs. 
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SUPRARENAL  BODIES. 

These  bodies,  which  owe  their  name  to  the  position  which  they 
occupy  in  Mammals  in  front  of  the  kidneys,  orginate  from  the 
mesoblastic  tissue  lying  between  the  mesonephros  and  the  aorta  as 
well  as  from  the  sympathetic. 

In  Elasmobranchs  they  are  represented  by  a  double  row  of 
bodies  lying  right  and  left  of  the  vertebral  column  (that  is,  arranged 
segmentally) ;  in  these,  a  mesoblastic  portion,  consisting  of  richly 
nucleated  lobules,  and  a  part  arising  from  the  sympathetic  may  be 
recognised.  In  Teleostei  the  suprarenals  are  often  wanting,  but 
when  present  they  sometimes  represent  the  metamorphosed  anterior 
(lymphoid)  part  of  the  kidney.  In  other  cases,  they  are  closely 
united  with  the  kidneys.  It  is  probable  that  in  all  Vertebrates 
they  arise  in  connection  with  the  pro-  or  meso-nephros.  In 
Amphibia,  they  either  lie  on  the  ventral  side  (Anura)  or  on  the 
inner  border  (Urodela)  of  the  kidneys,  receiving  their  blood-supply 
both  in  Amphibians  and  Reptiles  from  the  renal-portal  vein 
In  the  latter  group,  as  well  as  in  Birds,  they  are  of  a  bright  yellow 
colour  of  an  elongated  or  lobulated  form,  and  lie  in  close  contact 
with  the  genital  glands. 

In  Amniota,  and  especially  in  Mammals,  the  suprarenal  of 
each  side  forms  a  definite  and  uniform  mass,  lying  dose  to  the 
corresponding  kidney,  and  in  it  an  ectodermal  (i.e.  sympathetic) 
medullary  and  a  mesodermal  cortical  substance  can  always  be 
recognised,  the  two  elements  here  being  closely  united  together. 
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Their  extraordinary  richness  in  blood-vessels,  which  is  seen 
throughout  life,  points  to  the  important ' function  of  these  organs; 
but  it  is  impossible  to  say  at  present  what  this  function  is. 
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III.  SENSORY  ORGANS. 

The  specific  sensory  end-organs  originate,  like  the  nervous 
system  in  general,  from  the  epiblast.  The  peripheral  terminations 
of  the  sensory  nerves  are  thus  always  to  be  found  in  cells  of 
epithelial  origin,  while  mesoblastic  elements  (as  investments,  for 
instance)  are  secondarily  added  to  them. 

The  individual  sense-organs,  e.g.  those  of  sight,  smell,  taste,_and 
hearing,  are  to  be  regarded  as  secondary  differentiations 
of  a  diffused  sense,  as  will  be  mentioned  later  on.  This  is 
not  only  indicated  in  many  Invertebrates,  but  numerous  facts  in 
the  development  of  Fishes  and  Amphibia  and  in  the  structure  of 
Amphioxus  point  to  the  same  conclusion. 

From  the  Cyclostomi  onwards  this  differentiation  has  already 
taken  place,  and  we  find  in  them  and  in  all  Vertebrates  above 
them,  that  the  olfactory,  optic,  and  auditory  organs  are  always 
closely  connected  with  the  head.  They  are  enclosed  within 
certain  cavities  and  hollows  of  the  skull  (sense-capsules),  and 
thus  differ  somewhat  from  the  second  main  group  of  sensory  organs, 
which  are  the  means  whereby  the  sensations  of  taste  and  temper- 
ature, as  w ell  as  other  sensory  impressions,  are  appreciated .  These, 
for  the  greater  part,  extend  over  the  whole  surface  of 
the  body,  and  thus  have  a  diffused  distribution;  more- 
over, they  remain,  .throughout  life  near  the  ectoderm, 
from  which  they  originate.  , 

In  the  higher  organs  of  sense  two  kinds  of  cells  are  to  be 
distinguished,0  although  they  arc  genetically  identical  with  one 
another    The  first  of  these  are  the  proper  rod-shaped  sensory 
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cells,  connected  by  nerves  with  the  central  nervous  system,  and 
the  second  are  the  supporting  cells,  which  lie  between  the 
former  and  serve  as  a  connecting  and  isolating  material. 

In  all  the  higher  sensory  organs  the  medium  surrounding 
the  end-organ  is  always  moist,  and  as  this  is  also  the  case  with 
the  sensory  organs  of  the  integument  of  Fishes,  we  find 
to  a  certain  extent  similar  nerve-endings  in  both.  Thus  in  both 
cases,  we  meet  with  rod-shaped  sensory  cells,  but  in  the  latter,  the 
nerves  coming  from  them  do  not  pass  through  ganglion  cells,  as 
they  always  do  in  the  higher  sensory  organs.  This  indicates  a 
lower  stage  of  development. 


A  3  C  D 


Fig.  131. — A,  peripheral  nerve-ending,  as  seen  in  all  the  higher  sensory  nerves  ;  B, 
rod-shaped  end-cell  of  a  sensory  organ  of  the  integument  of  a  Fish  or  Amphi- 
bian, or  a  taste-cell ;  C,  free,  and  D,  ganglionated  nerve-ending  of  the  integu- 
mentary sensory  organs  of  terrestrial  Vertebrates. 

IP,  first,  and  N,  second  portion  of  the  nerve-fibre  in  connection  with  the  epithelial 
end-cell,  Gl ;  G,  ganglion  cell  interposed  between  these  portions  ;  OS,  cnticular 
process  of  end-cell. 

All  the  figures  are  diagrammatic,  and  are  based  upon  a  figure  by  Merkel. 

In  those  animals  which  in  the  course  of  development  give  up 
an  aquatic  life  and  come  on  land,  the  end-organs  of  the  nerves 
pass  further  inwards  from  the  surface,  undergoing  at  the 
same  time  changes  of  form. 

The  rod-shaped  end-cell  now  once  for  all  disappears,  and 
two  kinds  of  nerve-endings  are  seen  in  the  skin — terminal 
ganglion- cells  and  free  nerve-endings. 


Sense-Organs  of  the  Integument. 

I.    ROD-SHAPED  ORGANS  OF  FISHES,  DIPNOI,  AND  AMPHIBIA. 

a.  Segmental  Sense-Organs. 

_  These  organs  show  considerable  similarity  to  certain  structures 
in  Ohaatopods  and  marine  Khipidoglossa  {e.g.  Fissurella). 

Ihey  always  consist  of  a  central  mass  of  cells,  arranged  in 
the  form  of  a  rounded  and  depressed  pyramid,  and  of  a  peripheral 
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mass  grouped  around  the  former.  The  dentral  cells  are  in  connection 
with  nerve-fibres ;  each  of  them  bears  at  its  free  end  a  stiff  cuticular 
hair,  and  they  are  to  be  looked  upon  as  the  proper  sensory  cells 
(Fig.  132,  GZ).  The  others  (MZ,  MZ1)  function  only  as  a  supporting 
mass  (Fig.  135,  a,  b,  c) 


2kz* 


Fig.  132. — Transverse  Section  of  a  Freely  Projecting  Segmental  Sense- 
Organ. 

The  cuticular  tube  and  the  surrounding  epidermic  cells  are  removed.    CZ,  central 
(sensory)  cells  ;  MZ,  MZ1,  peripheral  cells. 


In  cases  where  these  organs  project  freely  from  the  epidermis 
— and  this  is  always  the  case  in  the  embryo — a  delicate  protective 
hyaline  tube  arises  from  the  summit ;  into  it  the  terminal 
hairs  of  the  sensory  cells  project,  and  the  tube  opens  distally  into 
the  surrounding  water  (Fig.  135,  R). 

While  in  aquatic  Amphibia  these  organs  retain  throughout 
life  their  peripheral  free  position,  on  a  level  with  the  epidermis,1 
in  Fishes  they  may  in  post-embryonic  time  become  enclosed  in 
depressions  or  complete  canals,  which  are  formed  either  by  the 
epidermis  only,  or,  as  is  more  usually  the  case,  by  the  scales,  and 
bones  of  the  head,  and  which  open  externally.  The  organs  are 
thus  protected,  and  the  hyaline  tube  is  no  longer  seen. 

These  sensory  organs  are  distributed  over  the  whole  body,  but  as 
a  general  rule  they  are  most  abundant  along  certain  tracts,  the 
position  of  which  is  very  constant.  Thus  in  the  bead,  their  course 
is  usually  similar  to  that  shown  in  Fig.  134.    From  this  point 

1  At  the  time  when  an  Amphibian  undergoes  metamorphosis,  and  gives  up  its 
aquatic  life,  these  sensory  organs  sink  downwards  into  the  deeper  layer  of  the  skin, 
and  as  the  epidermis  grows  together  over  them,  they  apparently  become  shut  oil  from 
the 'exterior  and  reduced,  and  may  finally  disappear.  According  to  other  authors, 
however,  they  persist,  and  remain  open,  being  connected  with  the  outer  surface  oi  the 
skin  by  a  tube. 
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backwards  the  organs  are  arranged  in  metameric  order,  and, 
always  connected  by  longitudinal  nerves,  extend  along  the  sides 
of  the  body  to  the  caudal  fin  in  one  or  more  "lateral  lines" 
(Fig.  133);  they  are  thus  often  spoken  of  as  organs  of  the 


Fig.  134. — Diageam  showing  the  Disteibution  of  the  Sensoet  Oegans  of 
the  Lateeal  Line  in  Fishes. 

a,  supra-orbital,"  and  b,  infra-orbital,  portion  ;  c,  mandibular,  d,  occipital,  and  e 
lateral  portions,  tbe  latter  extending  backwards  along  tbe  sides  of  the  trunk  and 
tail. 


Fig.  135.— Oegan  of  the  Lateeal  Line  of  a  Ueodele.  (Seraidiagrammatic. 

a,  a,  cells  of  the  epidermis,  through  which  the  neuro-epithelium,  b,  b,  can  be  seen  ; 
c,  the  terminal  hairs  of  the  latter  (the  peripheral  cells  are  not  represented) ;  B,  the 
hyaline  tube  ;  N,  the  nerve-fibres  passing  to  the  sensory  cells. 


lateral  line.  The  portions  lying  in  the  region  of  the  head  are 
innervated  by  the  trigeminal,  while  the  lateral  line  is  supplied  by 
the  vagus.1    (Compare  p.  158.) 

/  The  development  of  the  lateral  branch  of  the  vagus  has  not  yet  been 
satisfactorily  made  out ;  it  either  grows  backwards  from  the  vagus  ganglion,  or,  as 
most  authors  maintain  it  arises  by  a  proliferation  or  differentiatiorf  of  the  deeper 
layer  of  the  epidermis  in  situ.  1 

branch  tfgthSac£ymn0tU8'  ^  Ceratodus>  the  kteral  «™»  *  represented  by  a 
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The  sensory  sacs  of  Ganoids,1  which  are  confined  to  the  head,  and  the 
sensory  tubes  of  Elasmobranchs  represent . .peculiar  modifications  of  the 
sensory  organs  in  question.  The  former  are  sac-like  invaginations  of  the 
epidermis,  while  the  latter  have  the  form  of  delicate  tubes,  which  give  rise  at 
their  base  to  one  or  more  swellings  or  "ampullae."  Both  are  lined  by  a 
sensory  epithelium  of  the  same  structure  as  that  described  on  p.  164. 

As  regards  the  function  of  these  sensory  organs,  it  can 
only  he  affirmed  that  they  must  have  to  do  with  the  percep- 
tion of  mechanical  irritations  from  the  surrounding  water : 
in  what  manner  the  impulses  give  rise  to  perception  cannot  be 
definitely  stated.  In  many  cases  they  are  thought  to  be  con- 
cerned with  the  perception  of  sound,  and  we  shall  see  that  this 
is  not  improbable  when  we  come  to  consider  the  auditory  organ. 

The  following  is  known  with  regard  to  the  development  of  the  lateral  segmen- 
tal organs.  The  dorsal  roots  of  the  cranial  nerves  ( V,  VII,  VIII,  IX,  and  X) 
are  during  a  certain  embryonic  period  connected  with  the  cells  of  the  epiblast, 
with  which  they  become  completely  fused.  Each  of  these  masses  then  grows 
and  proliferates  very  rapidly,  and  the  epiblastic  thickenings  thus  resulting 
represent  the  rudiments  of  the  ganglia  of  the  dorsal  roots  of  the  cranial  nerves 
as  well  as  the  first  indications  of  the  segmental  sense-organs.  Later,  each 
ganglion  becomes  separated  from  the  skin,  though  it  remains  connected  with 
the  corresponding  sense-organ  by  means  of  a  delicate  nerve-fibre.  A  similar 
mode  of  development  also  obtains  in  the  segmental  sense-organs  of  the  trunk. 

It  is  a  very  interesting  fact  that  in  embryos  of  the  sheep  and  cow,  8  to 
10  mm.  long,  the  ganglia  of  the  facial,  glossopharyngeal,  and  vagus  are  fused 
with  the  epiblast,  and  thus  indications  of  segmental  sense-organs  are  still 
present,  though  they  disappear  or  become  modified  later.  Beard  has  also 
found  rudiments  of  these  organs  in  chicks  of  the  third  day.2 


I,  End-Bulbs. 

In  the  organs  described  above  (Fig.  132)  great  differences  in 
size  and  form  between  the  central  and  peripheral  cells  may  be 
recognised  :  similar  organs,  however,  exist  near  them  in  which  both 
kinds  of  cells  are  quite  similar  to  one  another  in  these  respects. 
These  are  the  so-called  end-bulbs. 

In  all  Fishes  they  are  scattered  irregularly  over  the  whole  body, 
but  especially  over  the  head ;  from  the  Amphibia  onwards,  they 
are  present  in  the  mouth-cavity  only,  and  are  no  longer  seen 
outside  it.3  In  Amphibians  they  occur  on  the  palate  and  on 
the  fungiform  papillae  of  the  tongue,  and  in  Lizards  and  Blind- 
worms  they  are  also  present  on  the  inner  sides  of  the  upper  and 
lower  jaws.  In  Mammals  they  are  found  on  the  soft  palate,  on  the 
walls  of  the  pharynx,  and  on  the  epiglottis,  and  even  extend  into 
the  larynx ;  but  here  also  they  are  most  constant  and  numerous  on 
the  tongue,  where  they  occur  on  the  circumvallate  and  fungiform 
papilla:,  as  well  as  on  the  papilla  foliata. 

1  Similar  organs  are  present  in  Amiurus  oattus. 

*  Beard  proposes  the  name  of  branchial  sense-organs  for  these  structures,  as 
he  considers  them  to  be  primitively  the  special  sensory  organs  of  the  gill-clefts. 
3  They  have  also  been  found  in  the  mouth  and  pharynx  of  Dipnoi. 
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These  structures  function  from  the  Amphibia  onwards  as  organs 
of  taste,  while  in  Fishes  they  probably  serve  as  tactile  organs. 
This  latter  function  is  naturally  impossible  in  those  cases  where 
they  become  somewhat  withdrawn  inwards  from  the  free  surface  of 
the  epithelium,  as  is  the  case  with  those  situated  on  the  tongue, where 
they  can  only  be  reached  by  fluid  passing  in  to  them. 


II.  TERMINAL  GANGLION  CELLS. 

These  structures  are  not  directly  connected  with  the  surface  of 
the  epidermis,  and  supporting  cells  are  wanting. 

"Tactile  spots,"  consisting  of  groups  of  "tactile  cells,"  are 
met  with  for  the  first  time  in  tailless  Amphibians,  where, 
situated  mainly  on  small  elevations,  they  are  distributed  over  the 
skin  of  the  whole  body  (Fig.  136,  a,  a).    In  Eeptiles  they  are 
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Fig   136. — A  Tactile  Spot  from  the  Skin  of  the  Frog. 
(Modified  from  Merkel.) 

N,  nerve,  which  loses  its  medullary  sheath  at  N'  ;  a,  a,  neuro-epithelium  ; 

b,  epidermis. 


KTI- 


Fig.  137. — Tactile  Corpuscle  from  the  Tongue  of  a  Bird. 
N,  nerve  ;  E,  outer  investment,  with  nuclei  (KE) ;  S,  S,  septa. 

found  chiefly  in  the  region  of  the  head,  on  the  lips  and  sides  of 
the  lace  and  on  the  snout,  but  in  some  cases  (as  in  Blindworms 
and  beckos),  they  extend  over  the  whole  body.1  In  Snakes  and 
-Birds  the  tactile  cells  are  confined  to  the  mouth-cavity  (tongue) 

Trionvx'Slnkr  hSF  ™  ^°  in  Crocodiles.  ™*  &»  the  skin  of  the  hack  of 

o™  6X1  '  Wlueh  most  Probablv  are  t0  bu  regarded  as  tactile 
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and  to  the  beak  (cere),  and  lie  much  more  closely  together,  form- 
ing definite  masses,  or  "tactile  corpuscles."  Each  of  these 
is  surrounded  by  a  nucleated  connective-tissue  investment,  from 
which  septa  extend  into  the  interior,  partially  separating  the 
individual  tactile  cells  from  one  another. 


Fig.  138.— A  Tactile  Corpuscle  (End-Bulb)  from  the  Conjunctiva  of  a 

Mammal. 

N,  nerve  (the  neurilemma  of  which  at  t  becomes  continuous  with  the  investment  of 
the  tactile  corpuscle  ;  K,  K,  nuclei  iu  the  investment ;  N,  the  coiled  termination 
of  the  nerve  (axis-fibre)  passing  to  the  tactile  cells  (T,  T). 


Fig.  139. — A  Pacinian  Corpuscle  from  the  Beak  of  the  Duck. 

(After  J.  Carriere.) 

ZZ,  cells  of  the  nerve-sheath  ;  L,  longitudinal,  and  Q,  circular  layers  of  the  in- 
vesting lamellae  ;  JK,  central  knob,  with  the  two  pillars  of  cells  ;  A,  axis-fibre, 
with  protoplasmic  investment,  entering  the  corpuscle  at  A1 ;  MS,  medullary 
sheath  ;  Nl,  neurilemma,  which  becomes  continuous  with  the  investment  of  the 
corpuscle  at  f,  f. 

In  Mammals  the  tactile  cells  are  either  isolated,  as,  for  instance, 
on  the  hairless  portions  of  the  body,  or  they  give  rise  to  oval  corpus- 
cles, each  consisting  of  a  many-layered  and  nucleated  investment, 
into  which  a  nerve  passes,  becomes  twisted  up,  and  ends  in  one  or 
more  terminal  ganglion  cells  (Fig.  138). 
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From  the  Keptilia  onwards,  so-called  Pacinian  corpuscles 
are  present  in  addition  to  the  above-described  tactile  organs.  They 
undergo  very  numerous  modifications,  but  each  consists  essentially 
of  numerous  concentric  lamellae  (Fig.  139,  Q,  L),  enclosing  the 
termination  of  the  axis-fibre  with  its  protoplasmic  sheath,  which 
dilates  at  the  distal  end  into  a  sort  of  knob  surrounded  by  a  double 
row  of  cells  (Fig.  139,  JK).  Thus  the  axis-fibre  receives  the 
external  impressions  indirectly,  that  is,  by  means  of  the  cells  in- 
vesting the  knob-like  end-organ.  Organs  of  this  kind  are  uni- 
versally present  in  the  skin  of  Mammals,  and  differ  from  the 
tactile  spots  and  tactile  corpuscles  in  position:  they 
are  found  in  the  deeper  layer  of  the  derma,  as  well  as  in 
the  panniculus  adiposus,  the  interstitial  connective-tissue,  and  in 
the  various  organs  of  the  abdominal  cavity  (e.g.  the  mesentery, 
mesocolon,  pancreas,  and  portal  fissure  of  the  liver  of  the  Cat), 
the  fasciae,  tendons,  vas  deferens,  periosteum,  pericardium,  pleura, 
corpora  cavernosum  and  spongiosum,  the  wing-membrane  of 
Bats,  &c. 

These  organs  are  not  entirely  wanting  in  any  part  of  the  skin 
of  Birds,  but  are  particularly  abundant  on  the  beak,  and  at  the 
bases  of  the  contour-  wing-  and  tail-feathers.  So-called  corpuscles 
of  Grandry  are  also  present  in  the  beak. 

In  all  the  tactile  cells  and  tactile  and  Pacinian  corpuscles  we 
have  to  do  with  organs  of  touch,  or,  expressed  generally,  with 
means  for  the  appreciation  of  sensations  in  the  skin. 

It  is  impossible  to  say  definitely  which  nerve-endings  have  to 
do  with  the  perception  of  temperature  ;  it  is  not  improbable 
that  the  tactile  cells,  as  -well  as  the  nerve-fibres  with  knob-like 
swellings  ending  freely  in  the  epidermis,  are  concerned  in  this 
(Fig.  131,  G). 
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Olfactory  Organ. 


The  olfactory  organ,  in  its  simplest  form,  consists  of  a  paired, 
pit-like  depression  of  the  integument  above  the  cleft  of  the  mouth. 
A  nerve  passes  to  the  base  of  this  pit,  and  becoming  enlarged 
in  the  form  of  a  ganglion  sends  off  nerves  to  the  sensory  cells 
(olfactory  cells).  The  latter  must  be  regarded  as  phylo- 
genetic  derivatives  of  the  end-bulbs  of  that  part  of  the  integu- 
ment which  becomes  pushed  in  to  form  the  primitive  olfactory 
pit  ("  olfactory  bulbs "),  and  therefore  come  under  the  same 
morphological  category  as  the  taste-bulbs.  At  first  (that  is  in 
Fishes  and  Urodeles),  they  are  only  separated  from  one  another  by 
interstitial  epithelial  tissue,  but  from  the  Anura  onwards  this  tissue 
gradually  disappears  in  order  to  allow  of  an  increased  surface  for 
the  olfactory  epithelium.  The  ciliated  cells  lying  amongst  the 
sensory  cells  serve  to  continually  renew  the  outer  medium — whether 
that  be  water  or  air — by  which  the  odoriferous  particles  are  conveyed 


While  the  olfactory  organs  of  all  the  true  Fishes  exhibit  the 
above-described  simple  sac-like  form,  from  the  Dipnoi  onwards 
they  come  to  communicate  with  the  cavity  of  the  mouth  as  well 
as  with  the  exterior.  In  consequence  of  this,  anterior  or  external, 
and  posterior  or  internal  nostrils  (choanse)  can  be  distin- 
guished, and  as  a  free  passage  is  thus  formed  through  which  the 
external  medium  can  pass,  the  olfactory  organ  takes  on  an  important 
relation  to  the  respiratory  apparatus. 


(Fig.  U0,B,U). 


Fig.  140. — Epithelium  of  the  Olfactory  Mucous  Membrane.    A,  of 
Petromyzon  planeri  ;  B,  of  Salama?idra  atra. 

B,  olfactory  cells  ;  E,  interstitial  epithelial  cells. 
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These  facts  in  the  structure  and  development  of  the  olfactory  organ  and 
nerve  have  caused  an  attempt  to  be  made  to  draw  a  parallel  between  the 
olfactory  pit  and  a  primitive  preoral  gill-cleft,1  and  this  is  further  supported 
by  the  general  structure  and  histological  relations  of  the  olfactory  mucous 
membrane,  which  corresponds  with  that  of  the  gills  of  Fishes  in  the  possession 
of  end-bulbs.  In  a  recent  paper,  however,  Beard  has  put  forward  the  view 
that  "the  nose  is  really  a  branchial  (segmental)  sense-organ,  i.e.  the  sense- 
organ  of  a  non-existent  gill-cleft,  and  not  a  gill-cleft  itself." 

Fishes. — In  Petromyzon  (Fig.  49,  N,  Na)  and  Myxin- 
oids  the  olfactory  organ  consists  of  a  sac,  unpaired  externally, 
lying  close  in  front  of  the  cranial  cavity,  and  opening  on  the 
dorsal  surface  of  the  anterior  part  of  the  head  by  a  longer  or 
shorter  chimney-like  tube.  Its  mode  of  development  and  internal 
structure,  however,  as  well  as  the  double  olfactory  nerve,  seem  to 
prove  that  the  olfactory  organ  of  Cyclostomes  must  also  have  been 
primitively  a  paired  structure.2 

The  position  of  the  olfactory  organ  in  Elasmobranchs  differs 
from  that  of  Cyclostomes  in  lying  on  the  under  instead  of  the 


Fig.  141. — Anterior  Portion  of  Head  of  Acipenser  sturio. 

a,  anterior,  b,  posterior  opening  of  external  nostrils  :  o,  isolated  rosette  of  olfactory 

folds.  J 


upper  surface  of  the  snout.  From  these  Fishes  onwards  throughout 
all  Vertebrates  the  organ  is  always  paired,  and  is  more  or  less 
completely  enclosed  by  a  cartilaginous  or  bony  investment,  which 
forms  an  outwork  of  the  skull. 

From  the  Ganoids  onwards  it  always  has  a  similar  position  with 
regard  to  the  skull,  being  situated  between  the  eye  and  the  end  of  the 
snout,  either  laterally  or  more  or  less  dorsally.  In  the  course  of 
development  each  external  nostril  of  Ganoids  and  Teleostei  becomes 
divided  into  two  portions,  an  anterior  and  a  posterior  (Fig  141  a  b 
and  Fig.  142,  AN,  AN1),  by  a  fold  of  skin.  The  anterior  often  lies 
at  the  summit  of  a  longer  or  shorter  tube,  lined  with  ciliated  cells, 
ana  the  distance  between  it  and  the  posterior  aperture  varies 

to  be  fooked 2  ™lVieW' the  c.on!1ition  wIlich  is  seen  m  Myxinoids  and  Dipnoans  is 

MHr  !.?l  w  tYtl  mor,°  Prlmlti™,  and  that  of  all  other  Fishes  as  secondary, 
cavity  in  MvPxin0iS  \,\at        ".^o-palatine  duct,  which  opens  into  the  oral 
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greatly,  according  to  the  width  of  the  'fold  of  skin  which  separates 
them. 

The  olfactory  organ  of  Polypterus  is  more  highly  developed  than  that  of 
any  other  Fish.  It  is  not  a  simple  sac-like  involution,  but  consists  of  six 
radially  arranged  compartments  1  separated  from  one  another  by  complicated 
septa,  and  lying  round  a  central  spindle.  A  transverse  section  has  somewhat 
the  appearance  of  a  cut  orange.  A  short  and  distinct  oval  sac  lies  against 
the  olfactory  organ  towards  the  middle  line,  and  is  entirely  shut  off  from  the 
rest  of  the  apparatus  ;  it  receives  a  special  branch  of  the  olfactory  nerve. 


Fig.  142. — Anterior  Portion  of  the  Head  of  Polypterus. 

A,  eye  ;  AN,  AN\  anterior  and  posterior  openings  of  the  external  nostril :  t,  +,  t, 

apertures  of  the  sensory  tubes. 


The  mucous  membrane  of  the  nasal  organ  of  Fishes  is  always 
raised  up  into  a  more  or  less  complicated  system  of  folds,  which 
may  have  a  transverse,  radial,  rosette-like,  or  longitudinal  (in  re- 
spect to  the  cranial  axis)  arrangement.  The  branches  of  the  olfac- 
tory nerve  are  distributed  on  them,  and  they  serve  to  increase 
the  olfactory  surface. 

Dipnoi  and  Amphibia. — The  olfactory  organ  of  Dipnoi 
and  Perennibranchiata  is  always  enclosed  within  a  complete 
or  perforated  cartilaginous  capsule  lying  without  the  cranium 
proper  (Figs.  54,  NK,  143,  and  N),  and  its  mucous  membrane 
is  raised  into  folds  like  those  of  Fishes.  In  all  the  other  Am- 
phibia it  becomes  included  within  the  cranial  skeleton,  and 
lies  directly  in  the  longitudinal  axis  of  the  skull  in  front  of  the 
cranial  cavity. 

In  Amphibia,  turbinals  appear  for  the  first  time_  (Fig.  144, 
C,S,E):  they  are  processes  of  the  cranial  skeleton  projecting  into 
the  nasal  cavity,  and  thus  giving  rise  to  an  extension  of  the  olfactory 
surface.  These  structures,  slight  traces  only  of  which  are  present 
in  tailed  Amphibians,  attain  to  a  very  considerable  development  m 
Anura  and  Gymnophiona,  especially  in  the  latter,  where  the  nasal 
chamber  is  converted  into  a  complicated  system  of  spaces  and 
cavities.  A  main  and  an  accessory  cavity  can  in  all  cases 
be  distinguished,  but  more  especially  in  the  Derotremata  and 
Myctodera ;  the  accessory  cavity,  as  it  lies  in  the  maxillary  bone, 
may  be  described  as  the  maxillary  cavity.  In  certain  Gymno- 
phiona this  becomes  entirely  shut  off  from  the  main  cavity,  and 

i  Each  compartment  resembles  in  structure  the  entire  olfactory  sac  of  other  Fishes. 
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receives  a  special  branch  of  the  olfactory  nerve,  so  that  in  these 
cases  two  separate  nasal  cavities  may  be  distinguished.  This  will 
be  referred  to  again  later  on  (p.  178). 

A  further  neomorph  are  the  internal  nostrils  (choanae)  already 
mentioned,  as  well  as  the  glands  lying  under  the  olfactory 
mucous  membrane ;  these  are  either  diffused,  or  united  to  form 


Fig.  143. — Olfactory  Organ  of  Menobranchus  lateralis.    (From  the  dorsal  side.) 

JSf,  olfactory  sac  ;  01,  olfactory  nerve  ;  Pmz,  premaxilla  ;  F,  frontal ;  P,  process  of 
the  parietal ;  PP,  palato-pterygoid  ;  AF,  antorbital  process. 


Fig.  144. — Transverse  Section  through  the  Olfactory  Cavities  of 
Plethoclon  glutinosus  (Myctodcra). 

S,  S,  olfactory  mucous  membrane  ;  A7,  main  nasal  cavity  ;  K,  maxillary  cavity  ;  C, 
cartilaginous,  and  Sl,  fibrous  portion  of  the  turbinal,  which  causes  the  olfactory 
epithelium  (E)  to  project  far  into  the  nasal  cavity  ;  ID,  intermaxillary  gland, 
shut  off  from  the  cavity  of  the  mouth  by  the  oral  mucous  membrane  (MS)  : 
F,  frontal  ;  Pf,  prefrontal  ;  M,  maxilla  ;  Vop,  vomero-palatine  ;  Sp,  nasal 
septum. 

definite  organs.  They  either  open  directly  into  the  nasal  cavity, 
their  secretion  serving  for  the  necessary  moistening  of  the  mucous 
membrane  (which  is  effected  in  Fishes  and  Dipnoi  by  the  exter- 
nal medium),  or  they  pour  their  secretion  into  the  pharynx  or 
posterior  nostrils. 

The  latter  always  lie  tolerably  far  forwards  on  the  palate,  and 
are  for  the  most  part  enclosed  by  the  vomer,  and  sometimes  by  the 
palatine  also. 
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Finally,  the  naso-lacrymal  du'ct  of  Amphibia  must  be 
mentioned :  it  passes  out  from  the  anterior  angle  of  the  orbit,  goes 
through  the  lateral  wall  of  the  nose,  and  opens  into  the  'nasal 
cavity  on  the  side  of  the  upper  jaw.  It  conducts  the  lacrymal 
secretion  from  the  conjunctival  sac  of  the  eye  into  the  nasal 
cavity,  and  arises  in  all  Vertebrates,  from  the  Myctodera  onwards, 
as  an  epithelial  cord  which  is  separated  off  from  the  epidermis,  and, 
growing  down  into  the  derma,  becomes  secondarily  hollowed. 

Reptilia. — The  Lacertilia  and  Ophidia  possess  the  sim- 
plest olfactory  organs  amongst  Reptiles.  The  nasal  cavity  of  the 
former  group  is  divided  into  two  portions,  a  smaller  outer 
(anterior),  and  a  larger  inner  (posterior),  or  olfactory  chamber 
proper.  The  latter  only  is  provided  with  sensory  cells,  the  for- 
mer being  lined  by  ordinary  stratified  epithelium  continuous  with 
the  epidermis,  and  glands  being  entirely  absent  in  it. 

A  large  turbinal,  slightly  rolled  on  itself,  arises  from  the  outer 
wall  of  the  inner  nasal  chamber,  and  extends  far  into  its  lumen ; 
this  is  also  well  developed  in  Ophidia,  in  which  a  distinct  outer 


Fig.  145. — Diagram  of  the  Olfactory  Organ  of  a  Lizard.  (Longitudinal 

vertical  section.) 

AN,  IN,  outer  and  inner  nasal  chambers  ;  t,  tube-like  connection  between  them  ; 
Gh,  internal  nostrils  ;  P,  papilla  of  Jacobson's  organ  ;  Ca,  aperture  of  com- 
munication of  the  latter  with  the  mouth  ;  MS,  oral  mucous  membrane. 

nasal  chamber  is  wanting ;  it  may  be  derived  from  that  of  the 
Amphibia. 

A  large  gland  which  opens  in  the  boundary  between  the 
inner  and  outer  nasal  cavities  lies  within  the  turbinal.  Below  the 
latter  is  the  aperture  of  the  lacrymal  duct,  though  this  in  some 
cases  opens  on  the  roof  of  the  pharynx  (Ascalabota),  and  in  others 
into  the  internal  nostrils  (Ophidia). 

The  structure  of  the  nose  in  Chelonians  is  very  complicated  and  varied. 
In  marine  Chelonians  it  is  divided  into  two  passages,  one  of  which  lies 
above  the  other,  but  they  are  connected  by  means  of  a  perforation  of  the 
septum.  The  comparative  paucity  of  glands  in  the  olfactory  organ  of  Lizards 
and  Snakes  forms  a  marked  contrast  to  the  condition  seen  m  Chelonians,  the 
nasal  organ  of  which  is  characterised  by  a  great  abundance  of  them. 

From  the  Crocodilia  onwards  the  olfactory  organ,  which 
up  to  this  point  lies  entirely  in  front  of  the  brain,  gradually 
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extends  further  and  further  backwards,  in  correspondence  with 
the  growth  forwards  of  the  facial  region  and  the  formation  of 
the  palate ;  its  posterior  part  thus  comes  to  lie  below  the  brain 
and  base  of  the  skull. 

In  Crocodiles,  as  in  other  Reptiles,  there  is  only  a  single  true 
turbinal,  but  externally  to  it  lies  a  second  prominence,  which 
is  spoken  ofasapseudo-turbinal.1  Each  nasal  chamber  of  the 
Crocodile  is  divided  posteriorly  into  two  superimposed  cavities,  the 
upper  of  which  represents  the  proper  olfactory  chamber,  and  is 
lined  by  sensory  epithelium,  while  the  lower  functions  as  a 
respiratory  portion  only.  Certain  accessory  chambers  are  con- 
nected with  the  nasal  cavity,  which,  however,  serve  only  as  air- 
chambers.  A  large  gland,  similar  to  that  of  Lizards  and  Snakes, 
lies  in  the  cavity  of  the  upper  jaw,  and  opens  into  the  nasal 
cavity. 

Birds. — In  all  Birds,  as  in  Lizards,  there  is  an  outer  chamber, 
lined  by  stratified  epithelium,  and  a  proper  olfactory  chamber, 
which  lies  above  the  former.    Birds  also  possess  only  a  single 


3LW- 


Fig.  146. — Teansverse  Section  through  the  Eight  Nasal  Cayity  of  a 

Sheike  {Lanius  minor). 

OM,  MM,  superior  (pseudo)  and  middle  (true)  turbinal ;  a,  upper,  and  b,  lower  nasal 
passage  ;  LR,  air-chamber,  which  extends  into  a  hollow  of  the  superior  turbinal. 

true  turbinal,  if  by  this  term  is  understood  a  free  independent 
projection  into  the  nasal  cavity  supported  by  skeletal  parts.  Two 
other  prominences  (pseudo-turbinals)  are,  however,  present,  one  of 
which  2  lies  like  the  true  turbinal  in  the  proper  olfactory  chamber, 
while  the  other,  like  the  pseudo-turbinal  of  the  Crocodile,  is  situated 
in  the  outer  portion :  these  are  simply  incurved  portions  of  the 
whole  nasal  wall  (Fig.  146,  MM,  OM). 

The  form  of  the  true  turbinal,  which  is  usually  supported 
by  cartilage,  more  rarely  by  bone,  varies  greatly.  It  is  either 
represented  by  a  moderate-sized  prominence,  or  else  it  becomes 
more  or  less  rolled  on  itself  (forming  as  many  as  three  turns), 
ihe  lacrimal  duct  opens  below  and  anteriorly  to  it.  There 

1  The  meaning  of  the  pseudo-turbinal  will  be  discussed  in  the  description  of  the 
olfactory  organ  of  Birds. 

2  Its  cavity  communicates  with  an  air-sinus  lying  in  the  anterior  orbital  space. 
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is  no  doubt  that  this  turbinal  is  comparable  to  that  of  Urodeles 
and  Reptiles. 

The  so-called  external  nasal  gland  of  Birds  does  not  lie  in  the 
region  of  the  upper  jaw,  but  on  the  frontal  or  nasal  bones. 

Mammals. — Corresponding  to  the  much  more  marked  de- 
velopment of  the  facial  portion  of  the  skull,  the  nasal  cavity  of 
Mammals  is  proportionately  much  larger  than  in  the  forms  yet 
described,  and  consequently  there  is  much  more  room  for  the 
extension  of  the  turbinals  :  these  give  rise  to  a  spongy  labyrinth, 
the  cell-like  compartments  of  which  are  lined  by  mucous  membrane,' 
and  thus  variously  shaped  projections,  supported  partly  by  car- 
tilage and  partly  by  bone,  are  seen  extending  into  the  nasal 
cavity.  The  normal  number  of  these  "olfactory  scrolls"  is 
five.  In  Marsupials  they  have  a  very  typical  arrangement;  they 
are  situated  obliquely,  slanting  from  the  postero-dorsal  to  the 
antero- ventral  side :  the  inferior  is  no  longer  covered  by  olfactory 
epithelium,  and  it  becomes  connected  with  the  maxilla. 

The  four  other  typical  (ethmoidal)  scrolls  may  persist  as 
such,  or  the  two  upper  and  two  lower  become  united  together, 
in  which  case  they  are  called  respectively  the  superior  and 
middle  turbinals.  Usually,  however,  the  two  upper  primary 
turbinals  remain  separate  throughout  life,  so  that  in  this  case  there 
are  two  upper  turbinals.  The  middle  turbinal  may  also  remain 
partially  or  entirely  separated  into  its  two  primitive  component 
parts. 

While  the  superior  and  middle  turbinals  of  Man,  that  is  the 
four  primitive  upper  olfactory  scrolls  of  Mammals,  are  to  be  regarded 
as  neomorphs,  the  inferior  turbinal,  below  which  the  lacrymal 
duct  always  opens,  must  be  looked  upon  as  derived  genetically 
from  that  of  the  lower  Vertebrates.  It  corresponds  to  the  single 
true  turbinal  of  Urodeles,  Reptiles,  and  Birds,  and  in  Mammals  is 
represented  by  an  independent  bone  lying  at  the  entrance  of  the 
antrum  maxillare  s.  Highmori  (Fig.  147,  I).1 

In  Man  each  nasal  cavity  is  divided  by  the  three  turbinals 
into  three  superimposed  passages ;  of  these  the  two  upper  alone 
(Fig.  147,  b,  c)  conduct  the  air  containing  the  odoriferous  particles 
to  the  ethmoidal  labyrinth,  that  is  to  the  proper  olfactory 
region  of  the  nose,  while  the  lower  passage  serves  only  as  a 
respiratory  tract  (Fig.  147,  a). 

The  nasal  chamber  of  Mammals  not  only  communicates  with 
the  maxillary  sinus  as  in  the  lower  Vertebrates,  but  also  with  the 
neighbouring  cavities,  such  as,  in  Man  for  instance,  the  frontal, 
ethmoidal,  and  sphenoidal  sinuses.  These  cavities  arise  in  part 
after  birth,  and  often  do  not  attain  their  maximum  development 
till  the  body  is  fully  grown.2 

1  In  Cetacpa  the  turbinals  are  never  more  than  rudimentary. 
-  Compare  the  chapter  on  air-sacs  of  Birds,  p.  259. 
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Their  lining  of  mucous  membrane  is  in  direct  connection  with  that  of  the 
nasal  cavity  ;  this  is  also  the  case  with  the  glandular  organs  of  the  nose,  which 
are  divided  into  two  sets —numerous  small  diffuse  Bowman  s  glands,  and  a 
large  -land  of  Stenson.  The  early  appearance  of  the  latter  in  the  embryo 
indicates  that  it  is  an  ancient  structure  (comp.  nasal  glands  of  Amphibia,  Reptiles 
and  Birds,  pp.  173-175).  It  lies  inthelateral  walls  of  the  nasal  cavity  (Camivora 


Fio.  147.— Transverse  Vertical  Section  through  the  Nasal  Cavity  of 

Man. 

/,  II,  III,  inferior,  middle,  and  superior  tuvbinal ;  a,  b,  c,  inferior,  middle,  and 
superior  nasal  passage  ;  S,  septum  nasi ;  J,  J,  remains  of  septal  gland  (cp.  p. 
179)  ;  *,  point  at  which  the  naso-lacrymal  duct  opens  ;  f,  entrance  into  the 
maxillary  sinus  (Cm)  ;  S'L,  ethmoidal  labyrinth  ;  HO,  hard  palate  ;  C.cr,  cranial 
cavity  ;  M,  maxilla  ;  Or,  wall  of  orbit. 


Rodentia,  &c),  and  in  cases  where  a  maxillary  sinus  is  well  developed  (e.g.  Man), 
it  extends  into  the  latter,  and  lies  in  its  inner  wall,  close  to  the  aperture  into 
the  nasal  cavity.    The  duct  opens  at  the  anterior  end  of  the  middle  turbinal. 

The  appearance  of  an  external  nose  is  very  characteristic  of 
the  olfactory  organ  of  Mammals  ;  we  must  regard  it  as  a  derivative 
of  the  outer  chamber  of  the  nose  of  Reptiles  and  Birds.  It  is 
formed  by  an  extension  outwards  of  the  nasal  bones,  and  by  a 
special  cartilaginous  support  which  arises  from  the  ethmoid.  The 
outer  nose  undergoes  the  most  varied  functional  adaptations;  it  may 
give  rise  to  a  trunk-like  organ,  or  even  grow  out  to  form  a  definite 
trunk,  and,  by  means  of  its  abundant  nerve-supply,  serve  as  a 
delicate  organ  of  touch,  and  even  as  a  prehensile  apparatus.  It 
is  always  provided  with  muscles,  which  are  sometimes  very  largely 
developed. 

Jacobson's  Oegan. 

By  Jacobson's  organ  is  understood  a  paired  accessory .  nasal 
cavity,  which  in  an  early  embryonic  stage  becomes  entirely  separated 
off  from  the  nasal  chamber,  aud  which  is  supplied  by  the  olfactory 
and  trigeminal  nerves;  it  communicates  with  the  mouth  by  a 
special  aperture. 

N 


178  COMPARATIVE  ANATOMY. 

This  definition  applies  accurately  to  the  accessory  nasal  cham- 
ber of  Csecilians  already1  mentioned,  which  is  enclosed  within 
the  maxillary  cavity,  and  there  can  be  no  doubt  that  the  latter 
is  homologous  with  the  maxillary  sinus  of  all  Vertebrates.  In  no 
other  Vertebrates,  however,  does  it  retain  the  character  of  a  kind 
of  separate  nasal  chamber,  but  on  the  contrary,  the  higher  we  pass 
in  the  Vertebrate  series,  the  more  does  the  maxillary  cavity  become 


Fig.  148. — Dissection  of  the  Head  oe  Hpicrium  glutinoswm.  (Dorsal  view.) 
VH,  cerebral  hemispheres,  separated  by  a  furrow  (F)  from  the  olfactory  lobes  (Lol)  >" 
Z,  pineal  gland  ;  MH,  mid-brain  ;  HH,  cerebellum  ;  NH,  medulla  oblongata  ; 
E,  spinal  cord;  Se,  septum  nasi ;  Id,  dorsal  pair  of  olfactory  nerves  ;  Va,  Vh,  V", 
first,  second,  and  third  division  of  the  trigeminal  ;  Val  and  Vai,  lateral  branches 
of  the  first  division,  one  of  which  goes  to  the  olfactory  mucous  membrane,  and 
the  other  to  the  sheath  of  the  "  tentacle  "  (TtS) :  the  constrictor  muscle  of  the 
tentacular  gland  (Cg)  is  supplied  from  a  lateral  branch  of  the  second  division  of 
the  trigeminal ;  X,  vagus  ;  ca,  duct  of  the  tentacular  gland,  which  is  surrounded 
by  the  sheath  of  the  tentacle  ;  Boc,  globe  of  the  eye ;  mass,  mass1,  the  two 
portions  of  the  masseter  muscles  ;  Oh,  auditory  capsule. 

separated  physiologically  from  the  olfactory  organ;  it  loses  its 
olfactory  epithelium,  and  finally  degenerates  into  a  simple  air- 
sinus.  .  ... 

In  Lizards  and  Snakes  an  apparatus  exists  which  is  quite 
unconnected  with  the  Jacobson's  organ  of  Gymnophiona,  but  which 
nevertheless  comes  under  the  above  definition.  This  (see  Fig. 
145,  P)  lies  between  the  floor  of  the  nasal  cavity  and  the  roof  of 
the  mouth,  and  may  be  described  as  a  small  paired  cavity  lined  by 


JACOBSON'S  ORGAN. 


179 


olfactory  epithelium,  from  the  floor  of  which  a  papilla  arises  : 
it  communicates  with  the  mouth  by  a  special  aperture  in  front  of 
the  internal  nostrils. 

Jacobson's  organs  are  not  known  in  C  r  o  c  o  d  i  1  e  s,  C  h  e  1  o  ni  a  n  s, 
or  Birds,  but  are  very  general  in  Mammals,  being  especially 
well  marked  in  Rodents,  Ruminants,  and  Perissodactyles.  They 
here  consist  of  two  tubes  lying  at  the  base  of  the  septum  nasi, 
enclosed  by  definite  cartilages  (ploughshare  cartilages  of  Huschke)  ; 
they  end  blindly  posteriorly,  but  open  anteriorly  into  the  mouth 


Fig.  149. — The  Left  So-called  "Tentacle"  of  Ccecilia  oxyura.    (Opened  from 

the  dorsal  side. ) 

Me,  constrictor  muscle  ;  Re,  retractor  muscle,  which  becomes  tendinous  at  He1,  and  is 
inserted  into  the  ridge  or  papilla,  Pa  ;  D,  the  large  gland,  surrounded  by  the 
,  constrictor,  with  its  two  ducts  (a,  b),  which  further  forwards  unite  to  form  a 
common  duct  (c)  ;  18,  AS,  inner  and  outer  fibrous  tubes  ;  A,  eye  ;  S,  S,  skull, 
with  the  tentacular  gland  ( TD)  lying  in  the  nasal  cavity,  showing  through.  At 
t  the  ducts  of  the  tentacular  gland  (Co)  pass  out  from  the  skull,  and  after  extend- 
ing a  short  distance,  pass  into  the  tentacular  sheath. 

by  means  of  the  incisive  or  naso-palatine  canals  (ducts  of  Stenson), 
which  extend  through  the  palate  behind  the  premaxillse. 

The  structures  present  in  Man  which  hare  usually  been  described  as  rudi- 
ments of  Jacobson's  organ  probably  correspond  with  the  remnants  of  a  gland 
in  connection  with  the  nasal  septum  (Gegenbaur). 

_  The  physiological  function  of  Jacobson's  organ  may  consist  in 
bringing  the  food  taken  into  the  mouth  under  the  direct  control  of 
the  olfactory  nerve. 

THE  SPOUTING  APPARATUS  (SO-CALLED  "  TENTACLE ")  OP  GYMNOPHIONA. 

A  very  remarkable  organ  exists  in  Csecilians,  which  is  closely  related  as 
regards  position  both  to  the  nasal  cavity  and  to  the  orbit. 

It  consists  of  a  fibrous  capsule  lying  in  the  orbit,  and  surrounded  bv  strong 
muscle  (Figs.  148,  Cg,  149,  He),  which  extends  forwards  in  the  form  of  a 
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tube  along  a  canal  in  the  upper  jaw,  opening  on  the  lateral  surface  of  the  head 
near  the  snout.  This  prolongation  consists  of  two  fibrous  tubes,  one  lvine 
wit  hin  the  other  (Fig.  149,  IS,  AS).1  ■  J  b 

_  A  longitudinal  muscle,  acting  as  a  retractor  (Fig.  149,  Re,  Re1),  extends 
inside  the  organ  along  its  whole  length,  and  is  inserted  into  a  papilla  (To)  lvinL' 
m  the  aperture  on  the  side  of  the  head. 

A  large  gland  (orbital  gland)  ^  (D)  is  grouped  around  this  muscle  within 
the  broad  vesicular  portion  of  the  organ,  and  empties  its  secretion  into  the 
lumen  of  the  tube-like  portion  (Fig.  149,  a,  b,  c).  The  duct  of  a  second  large 
gland  (tentacular  gland)  which  is  embedded  within  the  maxillary  cavity 
(Iig.  149,  TD),  perforates  the  lateral  wall  of  the  maxilla,  and  opens  into  the 
tube-shaped  section  of  the  organ,  near  its  distal  end,  close  to  the  above- 
mentioned  papilla. 

•  ^he  physiological  function  of  this  apparatus,  which  occurs  quite  isolated 
m  the  Animal  Kingdom,  cannot  at  present  be  explained  with  certainty.  It 
probably  acts  as  a  spouting  apparatus,  and  (if  the  secretion  of  the  glands  be 
poisonous)  as  a  weapon  of  offence  ;  and  thus,  together  with  the  remarkably 
developed  olfactory  organ,  it  would  serve  in  some  measure  to  make  up  for  the 
non-functional,  or  partly  non-functional  eyes  and  auditorv  organ.  It  is 
improbable  that  it  serves  as  a  "  tentacle,"  or  organ  of  touch,  as  was  formerly 
supposed,  as  the  necessary  nerves  and  sensory  epithelium  are  not  known  to 
be  present. 
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1  In  the  embryo  the  "  tentacle  "  appears  to  be  wanting,  but  the  eye  is  more  distinct 
than  later. 

2  This  probably  corresponds  to  a  metamorphosed  Harderian  gland. 
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Eye. 

In  contrast  to  the  eyes  of  Invertebrates,  which  arise  by  a 
differentiation  of  the  cells  of  the  epiblast  (hypodermis),1  the 
sensitive  elements  of  the  Vertebrate  eye  are  formed  from  a  paired 
outgrowth  of  the  primary  vesicle  of  the  fore-brain  (Figs.  150,  lolA, 
ABl),  as  already  mentioned  on  p.  132. 

This  outgrowth  is  spoken  of  as  the  primary  optic  vesicle, 
and  as  it  grows  outwards  towards  the  outer  skin  of  the  embryo, 


Fig.  150.— Diagrams  showing  the  Mode  of  Formation  of  the  Eye  in 
Invertebrates  (A)  and  Vertebrates  (B). 

Ep,  Ep,  epiblast,  which  is  invaginated  in  A  to  form  the  retina  (iJ),  and  in  B  to  form 
the  medullary  groove,  its  cavity  (V)  representing  the  third  ventricle  of  the 
brain  ;  in  both  figures  tt  indicate  the  point  where  the  external  epiblast  becomes 
continuous  with  the  invaginated  portion  ;  the  arrow  in  Fig.  A  shows  the  direc- 
tion in  which  the  rays  of  light  pass,  and  one  can  imagine  the  rays  entering  m 
the  same  manner  in  Fig.  B,  and  passing  in  the  direction  of  the  curved  arrows  : 
they  would  thus  fall  upon  the  shaded  cells  BSP  on  the  walls  of  the  ventricle, 
that  is  of  the  primary  optic  vesicle,  which  give  rise  later  to  the  retina  ;  L,  the 
cells  of  epiblast,  out  of  which  the  lens  is  formed  later  ;  Jvf,  infundibulum  ; 
N,  optic  nerve. 


the  portion  which  connects  it  with  the  brain  becomes  constricted, 
and  by  degrees  loses  its  cavity,  giving  rise  to  a  solid  cord,  from 
which  the  optic  nerve  is  formed. 

At  the  point  where  the  vesicle  touches  the  epiblast,  the  latter 
becomes  thickened,  and  gives  rise  to  a  mass  of  cells  which  is  at 
first  hollow,  but  which  becomes  compact  later.  This  thickened 
portion  of  the  epiblast  then  becomes  driven  inwards,  carrying  before 

1  On  closer  consideration,  this  distinction  does  not  appear  to  be  an  essential  one, 
for  the  outgrowths  of  the  primary  wall  of  the  brain  arise  in  the  embryo  at  a  time  when 
the  medullary  groove  is  still  open  to  the  exterior,  and  when  the  cells  comprising  it  con- 
sist simply  of  a  thickened  portion  of  the  epiblast.  "When  the  primary  optic  vesicle 
comes  into  apposition  with  the  epiblast,  and  the  lens  and  secondary  optic  vesicle  are 
formed,  the  relations  of  the  parts  are  different,  the  sensitive  (neuro-epithelial) 
elements  of  the  retina  being  turned  awav  from  the  light.  (Oomp.  Figs.  150  and 
151a  and  B,  and  p.  190.) 
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it  the  outer  wall  of  the  vesicle  so  as  to  form  a  double-walled 
the  secondary  optic  vesicle  (Fig.  151b). 


Fig.  151a. — Diagram  showing  the  Mode  of  Formation  of  the  Primary 

Optic  Vesicles  (ABl). 

VH,  fore-brain  ;  V,  V,  ventricular  cavity  of  the  brain,  which  communicates  freely 
with  the  cavities  of  the  primary  optic  vesicles  at  tt. 


Fig.  151b. — Semidiagrammatic  Figure  of  the  Secondary  Optic  Vesicle,  and 
of  the  Lens  becoming  separated  off  from  the  Epiblast. 

IB,  inner  layer  of  the  secondary  optic  vesicle,  from  which  the  retina  arises  ;  t,  point 
at  which  the  latter  is  continuous  with  the  outer  layer  (AB),  from  which  the  pig- 
ment epithelium  arises  ;  S,  remains  of  the  cavity  of  the  primary  optic  vesicle  ; 
L,  lens  which  arises  as  a  cup-shaped  involution  of  the  epiblast  (E)  ;  *,  point  of 
involution  of  epiblast  to  form  the  lens ;  MM,  mesoblastic  tissue,  which  at  Ml,  M1 
grows  in  between  the  epidermis  and  the  lens  as  the  latter  becomes  separated  off, 
and  which  gives  rise  to  the  cornea  as  well  as  to  the  iris  ;  C,  vitreous  chamber  of 
the  eye,  between  the  lens  and  retina,  which  becomes  later  filled  by  the  vitreous 
humour. 

The  inner  and  outer  walls  of  the  cup  then  become  fused 
together,  and  from  the  former  the  sensory  epithelium  of  the 
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retina  is  formed,  while  from  the  latter  the  pigment  epithelium 

ai'1SIn  the  course  of  further  development,  the  epiblastic  thicken- 
ing mentioned  above  becomes  separated  from  the  epiblast,  sinks 
more  and  more  into  the  interior  of  the  optic  vesicle  and  is 
differentiated  to  form  the  crystalline  lens  (Fig.  151b  L). 
The  remaining  space  within  the  optic  vesicle  becomes  filled  by 
mesoblastic  tissue,  which  grows  in  from  the  central  side  of 
the  secondary  optic  vesicle  through  the  so-called  choroidal 
fissure,  and  which  gives  rise  to  the  vitreous  humour  (.big. 
151b  G)  the  bulk  of  which,  as  compared  with  the  lens,  gradually 
increases  Certain  vessels  (vasa  centralia  nervi  optici,  arteria 
hvaloidea,  tunica  vasculosa  lentis)  also  extend  into  the  vesicle  in 
the  same  manner,  and  are  of  the  greatest  importance  for  the 
nutrition  of  the  embryonic  eye. 
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Fig.  152.— Diagram  of  a  Horizontal  Section  through  the  Eight  Human 

Eye.    (Seen  from  above. ) 

Op,  optic  nerve  ;  OS,  sheath  of  optic  nerve  ;  MF,  blind  spot  ;  Fo,  yellow  spot  (fovea 
centralis)  ;  Rt,  retina  ;  PE,  pigment  epithelium  of  the  latter  ;  Oh,  choroid,  with 
its  lamina  fusca  (Lf)  and  vascular  layer  (GS)  ;  Sc,  sclerotic  ;  Co,  cornea;  Cj, 
conjunctiva  ;  MP),  membrane  of  Descemet ;  GS,  canal  of  Schlemm  (the  dotted 
line  should  extend  further  through  the  sclerotic  to  the  small  oval  aperture)  ;  Ir, 
iris  ;  Lc,  ciliary  ligament ;  C,  ciliary  process  ;  VK,  HK,  anterior  and  posterior 
chamber  of  the  eye  ;  L,  lens  ;  H,  hyaloid  membrane  ;  Z,  zone  of  Zinn  ;  CP, 
canal  of  Petit ;  Gv,  vitreous  humour. 


The  secondary  optic  vesicle  is  now  plentifully  supplied  with 
blood-vessels  in  its  interior,  and  others  arise  in  its  periphery,  where 
a  definite  vascular  membrane,  the  choroid,1  is  formed  from  the 
surrounding  mesoblast  (Fig.  152,  Ch). 

Internally  to  the  lens,  the  choroid  gives  rise  to  the  ciliary 
folds,  while  more  towards  the  exterior  it  passes  in  front  of  the 
lens  to  form  the  iris  (Fig.  152,  Ir),  which  retains  in  the  centre 
a  circular  or  slit-like  aperture,  the  pupil,  through  which  the  rays 

1  I.e.  the  chorio  capillaris  and  lamina  fusca  ;  the  pigment  epithelium,  as  already 
stated,  is  formed  from  the  outer  wall  of  the  secondary  optic  vesicle. 
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of  light  pass.  The  amount  of  light  admitted  is  regulated  by  the 
dilator  and  constrictor  (sphincter)  muscles  of  the  iris  which  are 
able  to  increase  or  lessen  the  size  of  the' pupil ;  the  iris  thus  serves 
as  a  screen  to  regulate  the  amount  of  light  which  enters  the  eve 

Not  only  is  the  size  of  the  pupil  inconstant,  but  the  lens  is  also 
capable  of  undergoing  considerable  change  in  form,  becoming  more 
flattened,  or  more  convex,  as  the  case  may  be.  The  former  con- 
dition occurs  when  distant,  the  latter  when  near  objects  are  looked 
at.  1  his  delicate  accommodating  apparatus  is  regulated  by  a 
muscle  (the  ciliary,  or  tensor  choroideae),  which  arises  in  a 
circle  all  round  the  eye  from  the  point  of  junction  of  the  iris  and 
sclerotic,  and  is  inserted  along  the  peripheral  border  of  the  iris 
(Fig.  152,  Lc). 

External  to  the  vascular  layer  of  the  choroid  lies  a  lymph-sinus 
(penchoroideal  sinus)  the  walls  of  which  are  known  under  the 
name  of  lamina  fusca  (Fig.  152,  Lf),  and  finally,  externally 
to  this  is  a  firm,  fibrous,  partly  cartilaginous  or  even  ossified 
layer,  the  sclerotic  (Fig.  152,  Sc).  While  the  latter  passes  inter- 
nally into  the  sheath  of  the  optic  nerve  (OS),  and  from  thence 
into  the  dura  mater,  it  becomes  continuous  externally  with  the 
cornea,  the  outer  surface  of  which  is  covered  over  by  an  epithe- 
lial layer  continuous  with  the  epidermis,  the  conjunctiva  (Fig. 
152,  Co,  Cj).  The  sclerotic  and  cornea  together  form  a  firm  outer 
support  for  the  eye,  and  thus,  together  with  the  gelatinous  mass 
of  the  vitreous  humour,  guarantee  the  rigidity  necessary  for 
the  physiological  activity  of  the  nerve  end -apparatus.  Between 
the  cornea  and  iris  there  is  a  large  lymph-space,  the  so-called 
anterior  chamber  of  the  eye  (Fig.  152,  VK),  its  contained  fluid 
being  called  the  aqueous  humour. 

The  deep  orbit,  formed  by  the  skull,  serves  as  a  further  pro- 
tection for  the  eye,  as  do  also  certain  accessory  structures,  which 
may  be  divided  into  three  categories,  viz. : — 

1.  Eyelids  (Palpebral). 

2.  G-landular  organs. 

3.  Muscles  (apparatus  for  moving  the  eye-ball). 

The  eyeball  then  is  formed  of  a  series  of  concentric  layers 
which  are  called  from  within  outwards  retina,  choroid  (with  the 
iris)  (vascular  layer),  and  sclerotic  (with  cornea)  (skeletal  layer). 
The  first  corresponds  with  the  nervous  substance  of  the  brain,  the 
oecond  with  the  pia  mater,  and  the  third  with  the  dura  mater. 
The  interior  of  the  eye  contains  refractive  media,  the  lens  and 
vitreous  humour.  To  these,  certain  accessory  structures  are 
added. 

Fishes.1 — The  eye  of  Cyclostomes  remains  at  a  very  low 
stage  of  development :  this  is  seen  not  only  in  the  structure  of 
the  retina,  but  also  (that  is,  in  Myxinoids)  in  the  absence  of  the 

1  In  Amphioxus  the  presence  of  a  visual  organ  lias  not  been  certainly  proved. 
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lens  iris  and  of  a  differentiated  sclerotic  and  cornea  Moreover, 
the  'eye  of  Myxinoids  and  of  Ammoccetes  lies  beneath  the  skm 
and  sub-dermal  connective-tissue.  In  Petromyzon  the  skm  covering 
the  eye  becomes  thinned  out,  and  thus  the  animal  which  was 
blind  in  the  larval  state,  can  see  on  reaching  the  adult  condition  : 
at  the  same  time  the  eyeball  increases  in  size,  and  becomes  more 

highly  organised.  . 

The  eyes  of  all  the  true  Fishes  are,  with  few  exceptions  {e.g. 
Siluroids  and  Eels),  of  considerable  size.  They  have  but  little 
power  of  movement,  and  as  the  cornea  is  very  flat,  and  the  lens 
lies  almost  directly  against  it,  the  eyeball  always  possesses  a 
hemispherical  or  ellipsoidal  form,  and  tbe  anterior  chamber  is  very 
small.  In  other  points,  the  eye  is  formed  on  the  same  plan  as  that 
described  in  the  introductory  portion  of  this  chapter,  but  a  few 
other  details  concerning  it  must  now  be  considered. 
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Fig.  153. — Eye  of  a  Teleostean. 

Op,  optic  nerve  ;  OS,  sheath,  of  optic  nerve  ;  Mt,  retina  ;  PE,  pigment  epithelium  ; 
Tp,  tapetum  ;  Lv,  lamina  vasculosa  ;  Ag,  argentea  ;  is,  lamina  suprachoroidea  ; 
Sc,  sclerotic,  enclosing  cartilage  or  bone  (t)  ;  Co,  cornea  ;  Ir,  iris  ;  Lc,  ciliary 
ligament ;  VK,  anterior  chamber  ;  L,  lens  ;  Cr,  vitreous  humour  ;  Pr,  processus 
falciformis,  and  Cp,  campanula  Halleri,  here  shown  as  if  continuous  with  one 
another. 


The  lens  of  Fishes,  as  in  all  aquatic  animals,  is  globular,  and 
possesses  therefore  a  higb  refractive  index.  It  fills  up  the  greater 
part  of  the  eyeball,  so  that  not  much  space  is  left  for  tbe  vitreous 
humour.  It  forms  an  exception  to  that  of  other  Vertebrates  in  the 
fact  that,  in  the  condition  of  rest,  it  is  accommodated  for 
seeing^  near  objects.  In  place  of  a  ciliary  muscle,  there  is 
only  a  fibrous  ciliary  ligament. 

In  the  eye  of  Teleostei,  a  fold,  the  processus  falciformis, 
arises  from  the  choroid  and  extends  into  the  vitreous  humour 
towards  the  lens.  The  so-called  campanula  Halleri,  which  is 
inserted  round  the  periphery  of  the  lens,  and  which  is  usually 
described  as  a  trumpet-shaped  expansion  of  the  processus  falci- 
formis, is,  according  to  Virchow,  entirely  independent  of  the  latter 
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(Fig.  153,  Pr,  Gp).  The  processus  falciformis  is  never  large  in 
Elasmobranchs  and  Ganoids. 

In  the  interior  of  this  structure  lie  nerves,  vessels  and 
smooth  muscle-fibres,  and  the  latter  possibly  exert  an 
influence  on  the  lens,  and  thus  serve  as  an  apparatus  for  ac- 
commodation. 

External  to  the  choroid  proper,  that  is,  between  it  and  the 
lamina  fusca  s.  suprachoroidea,  lies  a  silvery  or  greenish-^old 
iridescent  membrane,  the  so-called  argentea.  It  extends  either 
over  the  whole  interior  of  the  eye  (Teleostei),  or  is  limited  to  the 
iris  (Elasmobranchs). 

A  second  layer  with  a  metallic  lustre,  the  tapetum 
cellulosum  s.  lucidum,  lies  internally  to  the  iridescent  portion, 
and  within  this  again  there  is  the  chorio-capillaris  of  the  choroid.' 
No  tapetum  appears  to  be  present  in  Teleostei  or  Petromyzon. 

The  so-called  choroid  gland,  present  only  in  Teleostei  and 
Amia,  consists  of  a  rete  mirabile  (comp.  p.  292),  composed  of 
arteries  and  veins,  which  has  the  form  of  a  cushion,  lying  near 
the  entrance  of  the  optic  nerve,  between  the  argentea  and  pigment 
epithelium  of  the  retina  ;  thus  it  has  nothing  to  do  with  a  "  gland  " : 
it  corresponds  in  position  to  the  choroid. 

The  sclerotic  is  usually  extensively  chondrified  (Elasmobranchs,  Sturgeons), 
and  not  unfrequently  becomes  calcined  or  ossified  towards  its  junction  with  the 
cornea  :  this  also  holds  good  for  Teleosteans. 

The  eyeball  is  almost  always  surrounded  by  a  gelatinous  tissue,  pene- 
trated by  simple  and  elastic  connective-tissue  fibres,  and  in  Elasmobranchs 
it  is  curiously  articulated  on  its  inner  circumference  with  a  rod  of  cartilage 
arising  from  the  lateral  wall  of  the  skull. 

The  eyes  are  reduced  or  abortive  in  Amblyopsis  spelseus,  a  Fish  living  in 
the  caves  of  Kentucky  :  a  similar  abortion  of  the  eyes  takes  place  in  many 
Invertebrates  which  live  in  caverns  or  in  the  deep  sea  (Vermes,  Mollusca, 
Crustacea,  Insecta). 

Amphibia. — The  eyes  of  Amphibians  are  proportionately 
smaller,  and  their  form  rounder  than  those  of  Fishes,  but  there  are 
many  points  of  close  correspondence  between  them.  This  is  true, 
for  instance,  of  the  more  or  less  strongly  chondrified  sclerotic,  the 
slight  convexity  of  the  cornea,  and  the  globular  lens.  In  other 
important  points,  however,  the  Amphibian  eye  is  simpler  than  that 
of  Fishes  ;  thus  it  is  wanting  in  an  argentea,  a  tapetum,  a  choroid 
gland,  and  a  processus  falciformis  and  campanula  Halleri.  A  proper 
ciliary  muscle  is  present  in  the  whole  series  of  animals  from 
this  point  onwards. 

The  eyes  of  Proteus  and  of  the  Gymnophiona  always  lie  more  or  less 
deeply  beneath  the  skin  ;  they  are  very  small,  and  are  much  degenerated 
(Figs.  148,  Boc,  and  149,  A).  In  Proteus  the  crystalline  lens  and  vitreous 
humour  are  both  wanting. 

Reptiles  and  Birds. — In  these  also,  the  sclerotic  is  in  great 
part  cartilaginous,  and  in  Lizards  it  is  provided  with  a  ring  of 
delicate  bony  plates  around  the  external  portion.    Very  many 
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entrance  of  the  optic  nerve. 


Fig.  154.— Eye  of  Lac&rta  mwalis,  showing  the  Ring  of  Bony  Sclerotic 


While  the  eyeball  of  Reptiles  has  a  globular  form  (Fig.  154), 
that  of  Birds,  and  especially  nocturnal  Birds  of  prey  (Owls),_  is 
more  elongated  and  tubular,  an  external  larger  segment  being 
sharply  marked  off  from  an  internal  smaller  one  (Fig.  155).  The 


Jit,  retina  ;  Ch,  choroid  ;  Sc,  sclerotic,  with  its  bony  ring  at  t ;  CM,  ciliary  muscle  ; 
Co,  cornea  ;  VN,  point  of  junction  between  sclerotic  and  cornea  ;  Ir,  iris  ;  VK, 
anterior  chamber  ;  L,  lens  ;  Cv,  vitreous  humour  ;  P,  pecten  ;  Op,  OS,  optic 
nerve  and  sheath.  The  dotted  line  passing  across  the  broadest  portion  of  the 
circumference  of  the  eye  divides  the  latter  into  an  inner  and  an  outer  segment. 

former  is  bounded  externally  by  the  very  convex  cornea  (Co),  and 
encloses  a  large  anterior  chamber  (  VK),  as  well  as  a  complicated 
ciliary  muscle  (Crampton's  muscle)  composed  of  striped  fibres. 
This  muscle  is  also  transversely  striated  in  Reptiles,  and  in  them 
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Fig.  155. — Eye  of  an  Owl. 
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is  always  well  developed,  though  not,to  such  an  extreme  degree  as 
in  Birds.  ° 

In  Eeptiles  (Lizards,  for  instance)  a"  tapetum  may  be  developed 
but  an  argentea  and  choroid  gland  are  never  present ;  all  these 
structures  are  wanting  in  Birds.  A  structure  which  is  homologous 
with  the  processus  falciformis  of  the  eye  of  Fishes  is  however 
present  m  Eeptiles  and  Birds.  Absent  in  Hatteria  and'  Chelonia' 
this  so-called  pecten  is  largely  developed  in  other  Eeptiles  and 
in  Birds  (Fig.  155,  F).  In  the  latter  it  may  extend  from  the  point 
of  entrance  of  the  optic  nerve  to  the  capsule  of  the  lens,  but  as  a 
rule  it  does  not  reach  so  far.  In  Birds  it  is  always  more  or  less 
folded,  and  consists  mainly  of  a  closely-felted  network  of  capillaries, 
and  appears  in  both  Eeptiles  and  Birds  to  have  an  important 
relation  to  the  nutrition  of  the  contents  of  the  eyeball  and  of  the 
retina.    It  has  nothing  to  do  with  accommodation.' 

The  iris,  which  is  regulated  by  striated  muscle,  by  means  of  which  it  is 
.able  to  respond  very  quickly  to  visual  impressions,  is  often  brightly  coloured, 
and  this  colour  is  due  to  the  presence  not  only  of  pigment,  but  also  of 
coloured  fat  globules. 

The  pupil  is  as  a  rule  rounded,  but  it  may  have  the  form  of  a  vertical  slit,  as 
in  many  Eeptiles  and  in  Owls.  In  certain  Fishes  (Coregonus)  and  Amphibians 
(Bombinator)  it  is  angular. 

Mammals. — In  Mammals  the  eyeball  is  always  more 
completely  enclosed  within  the  bony  orbit  than  in  most  other 
Vertebrates,  and  this  may  partially  account  for  the  fact  that  the 
sclerotic  no  longer  shows  traces  of  cartilage  or  bone,  but  is 
entirely  of  a  fibrous  character. 

With  the  exception  of  aquatic  Mammals,  in  which  it  is  some- 
what flattened,  the  cornea  is  moderately  convex,  and  the  whole 
eyeball  is  of  a  more  or  less  rounded  form. 

A  tapetum  (tapetum  cellulosum  vel  fibrosum),  consisting  either  of 
cells  or  fibres,  exists  in  the  choroid  of  numerous  Mammals,  and  gives  rise  by 
interference  to  a  glistening  appearance  when  seen  in  the  dark  (Carnivora, 
Sirenia,  Kuminants,  Perissodactyla,  &c). 

Certain  structures  homologous  to  the  processus  falciformis  and  pecten  are 
present  in  Mammals  in  the  embryo  only,  but  details  of  these  structures  cannot 
be  described  here. 

The  ciliary  muscle  consists  of  smooth  elements  only,  and  serves  to 
accommodate  the  eye  for  seeing  near  objects  (compare  the  eye  of  Fishes).  The 
lens  of  Mammals  in  its  position  of  rest  is  accommodated  for  distance. 

The  external  surface  of  the  lens  is  less  convex  than  the  internal,  which 
latter  lies  in  the  so-called  fossa  patellaris  of  the  vitreous  humour. 

The  pupil  is  not  always  round,  but  may  be  transversely  oval  (Ungulates, 
Kangaroos,  Cetacea),  or  have  the  form  of  a  vertical  slit  (e.g.  Cat). 
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Retina. 

The  fibres  of  the  optic  nerve,  which  pass  into  the  eyeball 
at  a  right  or  acute  angle,  cross  one  another  at  the  point  ot 
entrance,1  and  are  then  distributed  to  the  sensitive  elements  ot 

the  retina.  c  , , 

The  latter  is  thus  thickest  at  the  point  of  entrance  ot  tlie 
nerve,  which  is  known  as  the  "blind-"  or  "Marriott's  spot,  and 


Fig.  156. — Retina.    (After  Merkel.)    (The  nervous  portion  is  shown  black,  and 
the  supporting  substance  of  a  lighter  tint. ) 

0,  layer  of  nerve-fibres  ;  OgL,  layer  of  nerve-cells;  in.gr,  inner  granular  layer; 
in.K,  inner  nuclear  layer;  au.gr,  outer  granular  layer;  auK,  outer  nuclear 
layer  ;  Lc,  limitans  externa  ;  St,  layer  of  rods  and  cones. 


gradually  decreases  in  thickness  towards  the  ciliary  processes' 
until,  at  the  point  of  origiu  of  the  iris,  it  consists  of  a  simple  layer 
of  cells. 

The  retina,  which  is  bounded  both  on  its  inner  and  outer 
periphery2   by   a   structureless   hyaline  membrane  (limitans 

1  This  has  not  been  satisfactorily  made  out  in  Mammals. 

2  The  limitans  externa  encloses  the  entire  retina  externally  in  the  embryo,  but 
later  the  rods  and  cones  come  to  project  through  it  (see  Fig.  156). 
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interna  and  externa),  is  quite  transparent  in  the  fresh  con- 
dition, and  consists  of  two  structures  which  are  histologically 
and  physiologically  quite  different :  they  are,  a  supporting  part 
and  a  nervous  part.  The  former,  or  so-called  fulcrum  which 
is  stretched  as  on  a  frame  between  the  limitans  interna  and  externa 
is  shown  m  Fig.  156  as  a  light  filigree-like  tissue,  the  nervous 
portion  being  indicated  by  a  darker  and  more  granular  shade.  The 
latter  consists  of  seven  concentric  layers,  viz. :  


1.  Layer  of  nerve-fibres. 

2.  „     „     „  cells. 
,.  inner  granular  or  molecular  layer. 
„  inner  nuclei. 

„  intermediate  nuclei  or  outer  molecular  layer. 

outer  nuclei. 
.,  rods  and  cones  with  the  pigment  epithelium. 


3. 
4. 
5. 
6. 

7. 


Only  the  two  last-mentioned  layers  (6  and  7)  correspond  to 
the  proper  neuro-epithelium. 

These  layers  are  so  arranged  that  the  nerve-fibres  lie  next 
to  the  vitreous  humour,  that  is,  internally,  while  the  rods  and 
cones  are  situated  towards  the  choroid,  or  are  the  most  external. 
Thus  the  terminal  members  of  the  neuro-epithelium  are  turned 
away  from  the  rays  of  light  falling  upon  the  retina,  and  the  rays 
must  therefore  pass  through  all  the  other  layers  before  they  reach 
the  rods  and  cones. 

Fishes  possess  the  longest,  Amphibians  the  thickest  rods,  so  that  in  the 
latter  there  are  only  about  30,000  to  a  square  millimetre,  while  in  Man  there 
are  from  250,000  to  1,000,000. 

In  Fishes  the  rods  far  exceed  the  cones  in  number,  while  in  Reptiles  and 
Birds  the  reverse  is  the  case.  The  cones  of  many  Eeptiles  and  all  Birds  are 
distinguished  by  the  presence  of  brightly  coloured  oil-globules,  which  are 
also  present  in  those  of  Marsupials. 

In  the  retina  of  all  Vertebrates  there  is  a  specially  modified  region  of  most 
acute  vision.  This  is  called  the  yellow-spot  (fovea  centralis  or  macula 
lutea),  and  lies  in  the  inner  portion  of  the  eye.  It  is  due  to  the  thinning-out 
of  all  the  layers  except  that  of  the  rods  and  cones,  and  even  the  rods  disappear, 
only  the  cones  persisting  (Fig.  152,  Fo).  The  cones  of  the  macula  lutea  are 
distinguished  in  Fishes  and  Reptiles  by  a  very  elongated  and  narrow  form, 
while  in  Amphibia  and  Mammals  they  are  quite  similar  to  those  of  the  rest  of 
the  retina.  The  physiological  function  of  the  pigment-epithelium  is  to  give 
rise  to  a  colouring  material,  the  so-called  visual  purple  or  visual  red. 
This  becomes  dissipated  by  the  light  falling  upon  the  retina,  and  we  may  thus 
compare  the  latter  to  a  photographic  plate,  or  rather  to  a  whole  photographic 
apparatus,  in  which  the  photographer,  represented  by  the  pigment-epithelium, 
by  continually  laying  on  new  sensitive  material  ("visual  substance  ")  (purple), 
renews  the  plate,  removing  the  old  picture.  Thus  the  act  of  seeing  may  possibly 
be  looked  upon  as  a  photo-chemical  process.  The  rods  only  possess  the  visual 
purple,  the  cones  being  without  it ;  thus  in  animals  the  retina  of  which  possesses 
no  rods  (e.g.  many  Reptiles),  as  well  as  in  the  yellow-spot  of  others,  it  is  wanting. 
The  fact  that  the  visual  purple  is  not  present  in  these  Reptiles  as  well  as  in 
certain  nocturnal  animals  (e.g.  Caprimulgus,  Vespertilio  serotinui?),  and  in 
Fowls  and  Pigeons,  proves,  however,  that  the  physiology  of  vision  is  not  yet 
thoroughly  understood. 
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In  a  recent  paper,  Engelmann  has  shown  that  the  cones  lengthen  under  the 
influ^ce  of  Ughffid  shorten  in  darkness.  This  contraction  oi  the  cones  and 
TriSnie  t\  it  ha  urn  is  directly  connected  with  the  nervous  system,  as  is  proved 
gfSTlSSS  i.  may  occur  I  eyes  which  are  entirely  shut  J^g^Jjg* 
Swell  as  in  those  of  decapitated  annuals  ^^Jf^^^J^^t 
nerve  must  thus  he  looked  upon  as  heing  made  up  of  both  centripetal  sensory 
and  cenSfugal  motor  fibres.  A  reflex  excitation  of  the  cones  may  also  be 
"  lluced  in  Frogs  by  allowing  light  to  fall  on  any  one  part  of  the  body  only, 
and  the  same  occurs  in  strychnine-tetanus,  quite  independently  of  light 


Accessory  Organs  in  Connection  with  the  Eye. 

(a)  Eye-Muscles. 

The  movement  of  the  eyeball  is  always  (except  in  Myxinoids) 
effected  by  six  muscles,  which  may  be  divided,  according  to  the 
direction  they  take,  into  four  straight  (rectus  superior,  in- 
ferior, externus,  and  internus)  and  two  oblique  muscles 
(obliquus  superior  and  inferior).  The  former,  which  arise 
from  the  inner  portion  of  the  orbit,  usually  from  the  dural  sheath 
of  the  optic  nerve,  together  circumscribe  a  pyramidal  cavity,  the 
apex  of  which  lies  against  the  inner  portion  of  the  orbit,  while  the 
base  surrounds  the  equator  of  the  eyeball,  that  is,  the  region  in 
which  the  muscles  are  inserted  into  the  sclerotic^ 

Both  the  oblique  muscles  usually  take  their  origin,  in  close 
proximity  to  one  another,  from  a  point  on  the  anterior  or  nasal 
side  of  the  orbit,  and  as  they  respectively  pass  from  this  point 
dorsally  and  ventrally  in  an  equatorial  direction  round  the  eyeball, 
they  constitute  a  sort  of  incomplete  muscular  ring. 

A  deviation  from  this  arrangement  is  seen  in  Mammals,  in  which  the 
superior  oblique  arises  far  down  in  the  inner  part  of  the  orbit,  and  then 
passes  forwards  in  the  long  axis  of  the  latter  towards  its  anterior  (internal) 
angle,  where  it  becomes  tendinous,  and  passes  through  a  fibro-cartilaginous 
pulley  (trochlea)  attached  to  the  upper  border  of  the  orbit,  on  the  frontal 
bone.  Hence  it  is  sometimes  called  the  trochlear  muscle.  From  this  point  it 
changes  its  direction,  and  becomes  reflected  obliquely  outwards  and  backwards 
to  the  globe  of  the  eye. 

Besides  these  six  muscles,  others  are  usually  present  which  are 
known  as  the  retractor  bulbi  (which  is  most  developed  in 
Ungulates),  the  quadratus  (bursalis),  and  the  pyramidalis. 
The  last  two  are  in  connection  with  the  nictitating  membrane,  and 
are  present  iu  Reptiles  and  Birds.  All  three  are  supplied  by  the 
abducent  nerve.  For  an  account  of  the  innervation  of  the  straight 
and  oblique  muscles,  the  reader  is  referred  to  the  chapter  on  the 
cranial  nerves  (p.  154). 

(b)  Eyelids  (Palpebr^e). 

In  Fishes  the  upper  and  lower  eyelids  are  very  rudimentary, 
having  simply  the  form  of  stiff  folds  of  the  skin  ;  and  in  all  other 
Vertebrates  below  the  Mammalia  they  never  reach  a  very  high  stage 
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of  development  They  are  lined  on  the  surface  looking  towards 
the  eyeball  by  the  conjunctiva,  and  in  the  Ichthyopsida  and 
bauropsicla  are  usually  not  sharply  marked  off  from  the  rest  of  the 
skin  being  capable  of  no,  or  of  only  very  slight  movement1 

The  case  is  quite  different  in  Mammals,  in  which  the  eyelids 
more  particularly  the  upper  one,  are  extremely  moveable,  and 
are  provided  with  hairs  (eyelashes)  on  their  free  margin  They 
are  closed  by  a  circular  muscle  which  surrounds  the  whole  slit 
between  the  lids  ;  a  levator  is  also  present  in  the  upper  eyelid 
In  bauropsida  and  many  Mammalia  (e.g.  Ungulates)  there  is  also 
a  depressor  of  the  lower  lid. 

The  want  of  or  slight  development  of  upper  and  lower  eyelids 
in  all  Vertebrates  below  the  Mammalia  is  compensated  for,  at 
any  rate  to  a  certain  extent,  by  the  presence  of  a  nictitating 
membrane.  This  "third  eyelid"  differs  from  the  others  in 
having  nothing  to  do  with  the  true  outer  skin,  consisting  simply 
of  a  reduplicature  of  the  conjunctiva,  and  being  regulated  by 
special  muscles  (p.  191). 

The  nictitating  membrane,  which  is  present  in  rudiment  in  many 
Elasmobranchs,  and  which  encloses  a  cartilage,  is  situated  beneath 
the  lower  eyelid,  or  it  may  lie  more  towards  the  anterior  angle  of 
the  eye.  The  former  condition  is  seen  in  Anura  and  Reptilfa,  for 
instance,  in  which  a  third  eyelid  is  so  largely  developed  as  to  be 
capable  of  covering  the  whole  freely  exposed  portion  of  the  eyeball. 
In  Birds  and  Mammals  it  always  lies  in  the  anterior  angle  of  the 
eye ;  in  Primates  it  becomes  reduced  to  a  small  half-moon-shaped 
fold  (plica  semilunaris),  and  so  comes  into  the  category  of  rudi- 
mentary organs.2 


(c)  Glands. 

The  glands  in  connection  with  the  eye  may  be  divided  into 
three  sections  :  (1)  the  lacryraal,  (2)  the  Harderian,  or  gland 
of  the  nictitating  membrane,  and  (3)  the  Meibomian  glands. 

The  secretions  of  all  these  three  serve  to  keep  the  free  surface 
of  the  eyeball  moist,  and  to  wash  away  foreign  bodies. 

In  Fishes,  the  outer  medium  appears  to  suffice  for  this  purpose, 
but  the  first  attempt  of  a  Vertebrate  to  exchange  an  aquatic  for  an 
aerial  existence  necessitates  the  development  of  a  secretory  apparatus 
in  connection  with  the  eye. 

Thus  in  Urodeles  a  glandular  organ  is  developed  from  the 
conjunctival  epithelium  along  the  whole  length  of  the  lower  eyelid  ; 

1  In  many  Eeptiles  and  Birds  the  upper  eyelid  is  supported  by  a  membrane-bone 
or  nbro-cartilage,  and  large  lymphatic  and  cavernous  spaces  are  developed  within  the 
tissue  of  the  lid.  In  Geckos  and  Snakes  the  two  eyelids  grow  together  to  form  a 
transparent  membrane  overlying  the  eye,  and  this  comes  away  with  the  rest  of  the 
outer  skin  when  the  latter  is  shed. 

2  In  the  Caucasian  race  the  plica  semilunaris  is  only  lj  to  2  millimetres  broad, 
while  in  the  Malayan  Orang-Sakai  race  it  reaches  a  breadth  of  5  to  5£  millimetres. 
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in  Reptiles  this  becomes  more  developed  iu  the  region  of  the 
anterior  and  posterior  angles  of  the  eye,  and  the  original  connecting- 
bridge  gradually  disappears :  thus  two  glands  are  developed  from 
the  primitively  single  one,  each  of  which  becomes  further  differ- 
entiated both  histologically  and  physiologically.  From  one  is  formed 
the  Harderian  gland,  which  always  lies  at  the  anterior  angle  ot 
the  eye,  surrounding  to  a  greater  or  less  extent  the  antero-ventral 
portion  of  the  eyeball,  while  the  other  gives  rise  to  the  lacrymal 
.'land  (Fig.  157,  H,  H\  Th).    The  latter  retains  throughout  life 


Fig.  157.—  Harderian  Gland  (H,  H1)  and  Lacrymal  Gland  (Th)  of  Anguis 

fragilis. 
M,  muscle  of  jaw  ;  B,  eyeball. 
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Fig.  158.— Diagrammatic  Transverse  Vertical  Section  through  the  Eye  or 

a  Mammal. 

Op,  oplic  nerve  ;  B,  eyeball  ;  Fo,  Fo,  fornix  conjunctivse  :  LH,  LB,  outer  skin 
of  the  eyelids,  which  at  the  free  edges  of  the  latter  at  t  becomes  continuous 
with  the  conjunctiva  ;  T,  the  so-called  tarsal  iibro-cartilages,  in  which  the 
Meibomian  glands  (MB)  lie  embedded,  the  latter  opening  at  *  ;  H,  H,  eyelashes. 

its  primitive  position  at  the  posterior  angle  of  the  eye,  and  in 
Reptiles  and  Birds  even  lies  in  the  region  of  the  lower  eyelid, 
being  supplied  by  the  second  division  of  the  trigeminal.  In 
Mammals  it  becomes  gradually  further  subdivided,°and  extends 
into  the  region  of  the  upper  eyelid,  so  that  its  ducts  open  above 
the  eye  into  the  upper  conjunctival  sac  (Fig.  159,**).  Nevertheless, 
even  in  the  Primates,  more  or  fewer  ducts  are  present  which  open 
into  the  lower  conjunctival  sac,  and  thus  the  primitive  position  of 
tlie  lacrymal  gland  is  indicate  1. 
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A  well-differentiated  Harderian  gland  is  present  in  the  whole 
series  of  animals  from  the  tailless  Amphibia  to  the  Mammalia. 
Amongst  the  latter  it  is  wanting  in  theCetacea  and  Primates  only. 


Tl) 


Fig.  159. — Diagram  of  the  Lacrymal  Apparatus  of  Man. 

TD,  lacrymal  gland,  divided  up  into  several  portions  ;  **,  ducts  of  the  lacrymal 
gland  ;  tt,  puncta  lacrymalia  ;  TR,  TR1,  upper  and  lower  lacrymal  canals  ; 
S,  lacrymal  sac  ;  D,  naso-lacrymal  duct. 

The  Meibomian  glands, belonging  to  the  group  of  sebaceous 
glands,  are  confined  to  the  Mammalia,  and  lie  embedded  in  the 
substance  of  the  eyelids  in  the  form  of  branched  tree-like  tubes 
or  clustered  masses.  They  open  on  the  free  edge  of  the  lid,  and 
produce  a  fatty  secretion. 
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Auditory  Organ. 


It  is  very  probable  that  the  auditory  organ,  like  those  of 
smell  and  taste,  has  been  derived  primitively  from  a  modified 
integumentary  sense-organ  (organ  of  the  lateral  line),  lite 
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original  form  of  both  auditory  and  lateral  line  organs  is  a  vesicle 
derived  from  the  epiblast;  from  which  it  later  becomes  separated 
off  -  it  is  lined  by  elongated  cells  of  sensory  epithelium  provided 
with  hair-like  processes  (auditory  hairs),  and  by  supporting  cells. 
Moreover,  both  structures  are  supplied  by  cranial  nerves  (  V 111, 
X)  which  correspond  to  dorsal  roots. 

Like  the  other  higher  sense-organs,  the  paired  auditory  organ 
of  Vertebrates  is  situated  in  the  region  of  the  head,  and  it  always  lies 
between  the  origins  of  the  trigeminal  and  vagus  nerves.  The  first 
traces  of  it  in  the  embryo  are  seen  to  the  right  and  left  of  the  hind 
brain  (Fig.  160,  LB),  and  after  the  vesicle  of  each  side  has  be- 
come separated  off  from  the  epiblast  and  connected  with  the  auditory 
nerve  which  grows  out  towards  it  from  the  brain,  it  sinks  deeper 
and  deeper  into  the  mesoblastic  tissue  of  the  skull :  it  then  loses  its 
original  pyriform  or  rounded  shape,  and  becomes  divided  into  two 


Fig.  160. — Head  and  Anterior  Portion  of  Body  of  a  Chick.    (In  part  after 

Moldenhauer.) 

BO,  olfactory  pit ;  A,  eye  ;  7  to  IV,  first  to  fourth  visceral  arches  ;  t,  point  at  which 
the  external  auditory  passage  begins  to  be  formed  ;  LB,  primitive  auditory 
vesicle  seen  through  the  wall  of  the  head. 


parts,  called  respectively  the  utriculus  and  sacculus  (Fig.  161,  Ut, 
S).  From  the  former  the  semicircular  canals  become  differen- 
tiated, while  from  the  latter  the  tube-like  recessus  vestibuli 

(aqua;ductus  vestibuli  s.  ductus  endolymphaticus)  and  the  cochlea 
are  formed  (Fig.  161,  S.B.,  F.B.,  H.B.,  D.e,  G). 

This  whole,  very  complicated,  apparatus  constitutes  the  mem- 
branous auditory  organ  or  membranous  labyrinth.  It 

becomes  surrounded  secondarily  by  mesoblastic  tissue,  which  is  at 
first  in  close  contact  with  it ;  later,  however,  a  process  of  absorption 
takes  place  in  the  innermost  layers  of  the  mesoblast,  thus  giving 
rise  to  a  space,  which  closely  repeats  the  form  of  the  membranous 
labyrinth,  as  does  also  the  mesoblast  which  encloses  this  space,  and 
which  later  becomes  chondrified,  and  often  also  ossified.    We  thus 
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get  a  membranous  and  a  bony  labyrinth,  and  between  them 
a  cavity  (cavum  perilymphaticum)  tilled  with  a  lymph-like  fluid 
(perilymph).  The  cavity  within  the  membranous  labyrinth, 
which  also  contains  a  fluid  (endolymph),  is  spoken  of  as  the 
cavum  endolymphaticum. 

With  the  exception  of  the  Cyclostomi,  three  semicircular  canals 
are  always  present,  and  these  lie  in  planes  at  right  angles  to  one 
another.  They  are  distinguished  as  the  anterior  vertical,  the 
posterior  vertical,  and  the  horizontal  (external)  canals. 
The  first  and  last-named  (Fig.  161,  S.B.,  H.B)  arise  from  the 
portion  of  the  utriculus  known  as  recessus  utriculi  (Rc.ut),  and 
each  has  a  vesicle-like  swelling  or  ampulla  (S.A.,  H.A.)  at  its 


Fig.  161.  —  Semidiagrammatic  Figure  of  the  Auditory  Organ  of  a 
Teleostean.    (Modified  from  a  figure  of  that  of  Murcena  anguilla  by  Hasse.) 

Ut.,  utriculus  ;  Re.ut. ,  recessus  utriculi  ;  V.R.,  connecting- tube  of  the  posterior  ampulla 
(F.A.);  **,  wide  connecting-duct  between  the  pars  superior  and  pars  inferior ; 
)S',  sacculus  ;  C,  cochlea;  S.B.,  F.B,,  S.B.,  anterior  and  posterior  vertical,  and 
horizontal  canals;  Co.,  canal  commissure,  with  its  apex;  S.A.,  II. A.,  F.A., 
ampulke  of  the  anterior,  horizontal,  and  posterior  canals  ;  D.n,  ductus  endo- 
lymphatious,  which  arises  from  the  point  where  the  two  tubes  of  the  pars 
superior  of  the  labyrinth  and  the  opening  of  the  horizontal  canal  (x  )  join  one 
another. 

origin.  The  posterior  canal  (F.B.)  also  arises  with  an  ampulla 
(F.A.)  from  a  prolongation  of  the  utriculus,  described  in  Fig.  161 
as  the  "connecting-tube"  (V.H.). 

The  other  end  of  the  horizontal  canal  opens  by  a  funnel-shaped 
enlargement  (Fig.  161,  x)  into  the  utriculus,  while  those  of  the 
posterior  and  anterior  canals  fuse  together  to  form  a  common 
tube,  the  so-called  canal  commissure  (sinus  superior)  (Co.), 
which  also  opens  into  the  utriculus. 

The  distribution  of  the  branches  of  the  auditory  nerve  and  the 
position  of  the  sensory  epithelium  in  the  following  parts  of 
the  membranous  labyrinth  must  now  be  considered : 1  (1)  the 

1  Concretions  composed  mainly  of  carbonate  of  lime  are  present  in  the  regions 
of  the  various  nerve  cnd-platcs  of  the  auditory  organ  in  all  Vertebrates,  as  well  as 
in  many  Invertebrates.    These  "otoliths"  present  the  greatest  variety  both  in 
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three  ampullae  of  the  canals,  iu  each  of  which  the  auditory  cells 
are  situated  on  a  ridge  (crista  acustica)  projecting  into  the 
lumen;  (2)  the  utriculus,  in  which  a  large  "macula  acustica  is 
present ;  this  is  continued  into  the  recessus  utriculi  as  well  as  into 
the  sacculus  and  the  rudiment  of  the  cochlea  (the  recessus  cochleae), 
which  arises  from  the  sacculus.  The  several  portions  of  the  sensory 
plate  or  macula  acustica,  which  are  originally  continuous,  become 
later  disconnected  from  one  another,  and  from  the  Teleostei  onwards 
are  seen  as  separate  maculae  acusticee.1 


Fig.  162. — Longitudinal  Section  of  an  Ampulla  of  Gobius.    (The  exact  form 
of  the  epithelium  of  the  crista  is  not  indicated.)    (After  Hensen.) 

n,  the  nerve  passing  into  the  connective-tissue  of  the  crista  ;  «,  hase  of  semicircular 
canal ;  b,  point  of  opening  of  the  ampulla  into  the  alveus  communis  ;  c,  the 
somewhat  cylindrical  epithelium  on  the  free  wall  of  the  ampulla  ;  d,  the 
auditory  hairs. 

The  higher  we  pass  in  the  Vertebrate  series,  the  greater  share 
does  the  mesoblast  take  in  the  formation  of  the  auditory  organ. 
At  first,  that  is,  in  Fishes,  the  ear  lies  close  under  the  roof  of  the 
skull,  and  is  thus  easily  accessible  to  the  waves  of  sound,  which  are 
conducted  partly  through  the  operculum  (when  present),  and  partly 
through  the  gill-slits  or  spiracle  : 2  as  we  pass  to  the  higher  animals, 

form  and  size.  The  largest  and  most  massive  ones  are  seen  in  Teleosteans.  They 
either  consist  of  a  single  mass,  or  are  arranged  in  groups  in  different  regions  of  the 
labyrinth.    Nothing  certain  is  known  as  to  their  physiological  function. 

1  Besides  the  above-mentioned  areas  of  distribution  of  the  auditory  nerve,  there 
is  still  another  independent  one  :  it  lies  in  Fishes  on  the  floor  of  the  utriculus,  close 
to  the  ductus  sacculo-utricularis,  to  be  described  presently,  and  is  called  the  macula 
neglecta.  It  is  present  from  Fishes  up  to  Birds,  lying  in  Amphibia  on  the  inner 
side  of  the  sacculus,  and  in  Reptiles  and  Birds  in  the  utriculus,  as  in  Fishes  :  in 
Mammals  it  undergoes  a  gradual  reduction,  and  finally  becomes  obliterated.  In  all 
Vertebrates  except  Mammals,  all  the  auditory  nerve-endings  are  characterised  by  only 
two  forms  of  cells  (auditory  and  supporting  cells)  :  in  the  Mammalian  cochlea  the 
cells  of  the  sensory  epithelium  possess  a  peculiar  form. 

-  Howes  has  shown  that  in  the  Skate  the  structure  known  as  the  "fenestra 
vestibuh  cartilaginei"  corresponds  physiologically  to  a  kind  of  tympanum. 
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however  the  auditory  organ'  gradually  sinks  further  and  further 
inwards  from  the  surface.  Thus  a  new  method  for  conducting  the 
sound-waves  is  necessitated,  and  the  following  structures  become 
developed  :— a  canal  passing  inwards  from  the  surface,  the  external 
auditory  passage  or  meatus;  this  opens  into  a  spacious  cham- 
ber, the  tympanic  cavity,  in  which  are  situated  the  auditory 
ossicles,  and  which  is  connected  by  the  Eustachian  tube  with 
the  pharynx.  _  The  whole  of  this  canal,  which  is  divided  into  an 
outer  and  an  inner  portion  at  the  junction  of  the  external  auditory 
passage  and  tympanic  cavity  by  a  vibratory  membrane,  the  tym- 
panic membrane,  lies  in  the  position  of  the  first  embryonic 
visceral  (hyomandibular)  cleft,  or,  what  comes  to  the  same  thincr 
in  the  position  of  the  spiracle  present  in  many  Fishes.  From  Rep- 
tiles and  Birds  onwards  the  first  indications  of  a  pinna  (that  is,  the 
part  of  the  external  ear  which  projects  from  the  head)  are  seen, 
though  it  only  reaches  a  full  development  in  Mammals. 

The  pinna  arises  from  a  series  of  swellings  which  surround  the  external 
aperture  of  the  hyomandibular  cleft.  These  appear  at  an  early  sta^e  in  the 
region  of  the  mandible  and  hyoid,  and  soon  fuse  together  to  form  °a  sort  of 
ring,  from  which  are  formed  later  those  characteristic  protuberances  of  the 
pinna  which  are  known  as  tragus,  antitragus,  antihelix,  &c. 

Fishes. — Apart  from  Cyclostomes,  the  peculiarities  of  whose 
auditory  organ  it  is  difficult  to  explain,  that  of  all  other  Fishes 
follows  the  general  plan  given  above,  and  the  same  may  be  said  for 
all  the  higher  Vertebrates.  Everywhere  we  meet  with  a  division 
into  a_  pars  superior, — represented  by  the  utriculus  and 
semicircular  canals, — which  remains  essentially  much  in  the 
condition  already  described,  and  a  pars  inferior, — constituted 
by  the  sac  cuius  and  cochlea, — which  gradually  becomes  more 
differentiated,  and  attains  to  a  higher  and  higher  degree  of  develop- 
ment and  functional  perfection  (Fig.  161).  In  Fishes  the  cochlea 
consists  simply  of  a  small  knob-like  appendage  ("lagena")  of  the 
sac  cuius,  which  opens  freely  into  the  main  cavity  of  the  latter 
by  means  of  the  sacculo-cochlear  canal  (Fig.  161,  0).  The  utriculus 
and  sacculus  also  communicate  with  one  another  by  the  sacculo- 
utricular  canal. 

Amphibia. — Here  all  the  parts  remain  much  as  described 
above,  with  the  exception  of  the  cochlea,  which,  especially  in  the 
Anura,  points  to  a  higher  stage  of  development,  in  that  it  shows 
an  indication  of  a  pars  basilar  is  with  another  patch  of  nerve- 
endings,  the  papilla  acustica  basilaris:  it  becomes  further 
constricted  off  from  the  lumen  of  the  sacculus,  with  which  it  is 
connected  only  by  a  very  minute  canal. 

A  further  advance  in  structure  as  compared  with  Fishes  is  the 
appearance  of  a  cartilaginous  plate  which  fits  into  the  fenestra 
ovalis  of  the  auditory  capsule,  and  corresponds  to  the  base  of  the 
stirrup-bone  (stapes)  of  the  higher  Vertebrata  (Figs.  56  and  58, 
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St,  Fov).  In  several  Urodeles  {e.g.  Cryptobranchus ,  Menopoma, 
Spelerpes)  the  stapedial  plate  becomes  elongated  by  the  add: ion 
of  a  distal  element,  and  thus  forms  a  -columella  A  tympanic 
cavxty,  with  a  tympanic  membrane  lying  on  a  level  with  the  sk m 
and  a  Eustachian  tube  opening  into  the  pharynx,  are  met  with  ftxst 
in  the  Anura,  in  which  also  the  columella  is  more  pei &ct  con- 
sisting of  a  bony  and  cartilaginous  chain,  expanded  distally  to  ht 
aoainlt  the  tympanic  membrane.  The  whole  columella  probably 
corresponds  to  the  upper  element  of  the  hyoid  arch  pharyngo- 
hyal)  •  the  fact  that  it  is  sometimes  continuous  with  the  wall  ol 
the  auditory  capsule  at  an  early  stage  may  probably  be  explained 
as  a  secondary  modification. 

Reptiles  and  Birds.— In  the  Chelonia,  the  auditory  organ 
shows  many  points  of  resemblance  to  that  of  Urodeles,  and  m  all 
Reptiles  and  Birds,  the  chief  modifications  are  confined  to  the 
cochlea,  which  shows  gradually  a  higher  condition  of  development 
as  we  pass  from  Chelonians  and  Snakes  to  Lizards  and  Crocodiles. 
In  the  Chelonia,  where,  as  already  mentioned,  the  auditory  organ 
remains  in  a  lower  stage  of  development,  the  cochlea  grovys  out  m 
the  form  of  a  short  canal  (ductus  cochlearis,  lagena) ;  m  Croco- 
diles and  Birds  this  canal  is  considerably  longer,  and  at  the 
same  time  it  becomes  slightly  coiled  (Figs.  163—165).  A  more 
marked  differentiation  also  gradually  takes  place  in  the  mem- 
brana  basilaris  and  the  papilla  acustica  basilaris.  _  Both 
become  more  and  more  elongated,  and,  at  the  same  time,  distinct 
indications  of  a  scala  tympani  and  vestibuli  are  seen.  (Compare 
the  description  of  these  parts  on  p.  204.) 

In  the  Lacertilia  the  most  varied  types  of  auditory  organ  are  met  with  ; 
in  many  (Phrynosoma,  Pseudopus,  Anguis),  the  membrana  basilaris  is  hardly 
more  highly  developed  than  in  Ophidia.  In  Iguana,  an  advance  towards 
Lacerta  and  the  other  higher  Lizards  is  to  be  noticed  ;  the  membrana 
basilaris  is  longer,  though  the  lagena  with  its  papilla  is  not  so  much  marked. 
In  Acantias  and  Platydactylus  this  state  of  things  is  carried  still  further, 
and  finally  the  more  highly  developed  auditory  organ  of  Plestiodon  and 
Egerina  leads  up  to  that  of  Crocodilia.  Thus  there  is  a  continuous 
and  unbroken  series  from  the  lower  forms  to  the  higher. 

The  structure  of  the  auditory  organ  of  Hatteria  shows  many  striking 
peculiarities  :  it  thus,  like  that  ofCharuseleo,  occupies  an  isolated  position. 

Whilst  the  cochlea  gradually  becomes  more  independent  of  the 
sacculus,  the  latter  shows  the  greatest  variety  both  as  to  form 
and  size  in  the  different  types  (Figs.  163,  164,  S).  Thus,  for 
instance,  it  is  usually  very  small  in  Birds,  while  in  Lizards  (Lacerta) 
it  is  of  considerable  size. 

The  aperture  of  communication  between  the  utriculus  and 
sacculus  persists,  though  it  gradually  becomes  narrowed,  as  does 
also  that  between  the  sacculus  and  cochlea.  The  connection 
between  the  latter  may  be  drawn  out  to  form  a  canal  (canal is 
reuniens),  and  this  is  particularly  the  case  in  Birds  (Fig.  165)  ; 
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in  Crocodiles  an  intermediate  condition  between  Birds  and 
Lizards  is  seen.    The  membranous  labyrinth  of  Birds,  however  i 
always  specially  characterised  by  the  peculiar  arrangement  of  th 
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Fig.  163.— Membranous  Labyrinth  of  Lacer, 
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Pig.  164. —  Membranous  Labyrinth  of  the  Crocodile.    (Both  from  the  outer 

side.)    (After  C.  Hasse.) 

S,  sacculus  ;  ut,  utriculus  ;  Be.ut,  recessus  utrbuli ;  VR,  connecting-duct  of  the 
posterior  ampulla  ;  SB,  FB,  HB,  anterior  and  posterior  vertical,  and  horizontal 
canals,  with  their  ampullre  (SA,  FA,  and  HA)  ;  Co.  commissure  of  the  vertical 
canals  ;  pb,  pars  basilaris  cochlefe  :  pi,  macula  acustica  neglecta  ;  lag,  lagena  ; 
iV,  auditory  nerve. 

anterior  and  posterior  canals,  which  are  greatly  arched,  and  the 
position  of  the  openings  of  which  into  the  sinus  superior  (canal 
commissure)  is  reversed. 

In  lower  types  (Swimming  Birds)  this  peculiarity  is  less  marked  than  in  the 
higher  forms,  and  it  would  be  very  interesting  to  ascertain  the  condition  of 
these  parts  in  the  Struthionidse,  as  one  would  expect  to  find  in  them  important 
points  of  connection  with  Eeptiles. 

In  spite  of  this  higher  stage  of  development  of  the  auditory 
organ  in  Crocodiles  and  Birds,  we  cannot  speak  of  the  presence 
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in  them  of  an  organ  of  Cor  ti  in  the  cochlea.  A  tympanic  mem- 
brane is  present  in  most  Reptiles  (with  the  exception  of  Ophidia, 
Hatteria,  and  Chamaaleo)  and  in  all  Birds.  The  osseo-cartdagmous 
columella  is  well  developed,  and  varies  much  m  the  ditterent 
forms. 


PA 


Fig.  165. — Membranous  Labyrinth  of  the  Pigeon.    (After  C.  Hasse.) 

S,  sacculus  ;  pb,  pars  basilaris  ;  mr,  membrane  of  Reissner  ;  lag,  lagena  ;  SB,  FB, 
HB,  anterior  and  posterior  vertical,  and  horizontal  canals;  SA,  FA,  HA, 
ampulla?  of  the  anterior  and  posterior  vertical,  and  horizontal  canals. 


Fig.  166. — Membranous  Labyrinth  of  Ox.    (After  C.  Hasse.) 

S,  sacculus  ;  Re.ut,  recesaus  utriculi ;  VB,  blind  sac  at  the  origin  of  the  cochlea, ;  Cr, 
canalis  reuniens  ;  pb,  pars  basilaris  ;  lag,  lagena  ;  SB,  FB,  HB,  anterior  and 
posterior  vertical,  and  horizontal  canals  ;  SA,  FA,  HA,  the  ampulla;  of  these 
canals  ;  Co,  canal  commissure  ;  N,  auditory  nerve. 


Mammals, — The  Monotremes  appear  to  form  a  connecting 
link  between  the  Reptilia,  or,  more  correctly  perhaps,  the  post- 
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Reptiha  and  other  Mammals ;  and  their  auditory  organ  is  similar 
in  many  points  to  that  of  Crocodiles.  At  the  same  time  nothing  is 
yet  certainly  known  of  the  phylogeny  of  the  Mammalian  auditory 
organ,  concerning  which  further  and  more  extended  researches  are 
necessary.  The  cochlea  here  reaches  its  highest  development  for 
it  grows  into  a  long  tube  which  becomes  spirally  coiled  on  itself: 
in  Man  it  forms  nearly  three  coils,  and  in  other  Mammals  from 
one  and  a  half  (Cetacea)  up  to  as  many  as  four  or  more.1  In  this 
spiral  form  of  the  cochlea,  as  well  as  in  its  more  highly  specialised 
histological  structure,  lies  the  characteristic  peculiarity  of  the 
auditory  organ  of  Mammals.  The  auditory  nerve  forms  the  axis 
of  the  spiral  (Fig.  166). 

In  consequence  of  the  large  development  of  the  cochlea,  the 
papilla  acustica,  or,  as  it  is  called  in  Mammals,  the  organ  of  Corti, 
is  drawn  out  to  a  considerable  length,  and  the  part  of  the  wall  of 
the  cochlea  on  which  this  lies  is  called  the  basilar  membrane, 
while  the  opposite  wall  is  spoken  of  as  the  membrane  of 
Reissner  (Figs.  169  and  170,  B,  B).  These  parts  will  be  referred 
to  as;ain  later  on. 

The  aperture  of  communication  between  the  pars  superior  and 
pars  inferior  of  the  membranous  labyrinth,  that  is,  between  the 
sacculus  and  utriculus,  is  entirely  obliterated  in  Mammals,  the  two 
parts  being  only  indirectly  connected  with  one  another  by  means  of 
the  ductus  endolymphaticus ;  this  bifurcates  at  its  point 
of  insertion  into  the  membranous  labyrinth,  one  limb  being  con- 
nected with  the  utriculus  and  the  other  with  the  sacculus  (Fig. 
167,  at  2). 

The  tympanic  membrane  is  situated  deep  down  in  the  external 
auditory  meatus,  and  separates  the  latter  from  the  tympanic  cavity. 
In  place  of  the  single  bony  columella  of  the  Sauropsida  there  is  in 
Mammals  a  chain  of  three  auditory  ossicles,  articulated  with 
one  another,  and  extending  between  the  tympanic  membrane  and 
the  fenestra  ovalis.  These  are,  the  malleus,  the  incus,  with  its 
orbicular  apophysis,  and  the  stapes,  besides  which  there  is  often 
a  bony  (interhyal)  rudiment  in  the  tendon  of  the  stajaedius  muscle. 
The  malleus  corresponds  to  the  articular  element  of  the  mandible 
of  lower  Vertebrates,2  and  the  incus  to  the  quadrate,  the  former 
arising  by  a  constriction  of  the  proximal  end  of  Meckel's  cartilage, 
which  extends  through  the  so-called  Glaserian  fissure  into  the 
tympanic  cavity.  As  in  the  Sauropsida,  the  stapes  corresponds  to 
the  upper  element  of  the  hyoid  arch  (pharyngohyal  or  hyo- 
•mandibular  of  Fishes).    The  fact  that  in  some  cases  the  stapes 

1  In  the  Rabbit  there  are  two  and  a  half,  in  the  Ox  three  ami  a  half,  in  the  Pig 
almost  four,  and  in  the  Cat  three  coils  in  the  cochlea.  In  other  types  the  cochlea,  as 
well  as  the  sacculus  and  all  parts  of  the  pars  superior  of  the  membranous  labyrinth, 
vary  considerably  both  in  form  and  arrangement. 

a  Cp.  the  chapter  on  the  skull,  and  Fig.  67,  in  which  the  mode  of  development  of 
these  parts  is  shown. 
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appears  to  be  cut  out  of  the  substance  of  the  periotic  capsule  s 
taken  by  some  observers  (Kolliker,  Mo  denhauer] (to  prove >  that  it 
has  not  a  visceral  origin,  but  this  fusion  is  probably  a  secondary 
condition  (cp.  columella  of  Amphibia,  p.  198).  In  Monotremes 
several  Marsupials,  and  some  Edentates,  the  stapes  is  imperforate 
and  columelliform ;  in  all  other  Mammals  it  is  stirrup-shaped,  and 
encloses  the  stapedial  artery. 


Girt 


Fig.  167.— Diagram  of  the  Entire  Auditory  Organ  of  Man. 
External  Ear. — M,  M,  pinna  ;  Mae,  external  auditory  meatus  ;  0,  wall  of  latter  ; 

Mt,  tympanic  membrane. 
Middle  Ear.— Ct,  Ct,  tympanic  cavity  ;  01,  wall  of  same;  SAp,  sound-conducting 

apparatus,  drawn  in  the  form  of  a  rod,  representing  the  auditory  ossicles  ; 

the  point  t  corresponds  to  the  stapes  which  closes  up  the  fenestra  ovalis  ;  M, 

fenestra  rotunda  ;  Tb,  Eustachian  tube  ;  Tb1,  its  opening  into  the  pharynx  ;  0", 

its  wall. 

Internal  Ear,  with  the  greater  part  of  the  bony  labyrinth  {KL,  KL1)  removed.— 
<S',  sacculus  ;  a,  b,  the  two  vertical  canals,  one  of  which  (b)  is  shown  cut  through  ; 
c,  Co,  commissure  of  the  •  canals  of  the  membranous  and  bony  labyrinths  re- 
spectively ;  S.e,  D.e,  saccus  and  ductus  endolymphatieus  ;  the  latter  bifur- 
cates at  2  ;  Cp,  cavum  perilymphaticum  ;  Cr,  canalis  reuniens  ;  Con,  mem- 
branous cochlea,  which  gives  rise  to  a  blind  sac  at  4-  ;  Con1,  bony  eocblea  ;  Sv 
and  St,  scala  vestibuli  and  scala  tympani,  which  at  *  pass  into  one  another 
at  the  cupula  terminalis  {Ct)  ;  D.p,  ductus  perilymphaticus,  which  arises  from 
the  scala  tympani  at  d,  and  opens  at  D.p1.  The  horizontal  canal  is  seeii 
between  2  and  S. 


To  understand  the  auditory  organ,  and  more  particularly  the 
membranous  cochlea,  of  Mammals,  it  is  necessary  to  examine  the 
bony  cochlea.  The  axis  of  the  latter  lessens  in  size  from  base 
to  apex  (Fig.  168,  A)  and  round  it  a  bony  lamella  (lamina  spiralis 
ossea)  winds  in  a  spiral  manner ;  this  extends  into  the  cavity  of 
the  coils  of  the  cochlea  without  quite  reaching  as  far  as  the 
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opposite  wall  (Figs.  168,  Lso,  Zso1,  ,and  169,  Zo,  Zo*)  This  is 
continued  outwards  by  two  laterally-diverging  lamellae  (Fig  169  B 
A),  mentioned  above  as  the  membrana  basilaris  and  me'm- 
brana  Reissnen;  these  lie  at  an  angle  to  one  another  and 
correspond  to  the  inner  walls  of  the  membranous  cochlea.  The  outer 
wall  of  the  latter  is  completed  by  a  portion  of  the  peripheral  part 
°*  ™e  b2?y  cochlea  (the  region  between  Ls  and  the  peripheral  end 
ot  A  m  tig.  169).     The  membranous  cochlea,  which  thus  appears 


A 

Fig.  168.— Bony  Cochlea  of  Man.    (After  A.  Ecker.) 

A,  axis  ;  Lso,  Lso1,  lamina  spiralis  ossea,  the  free  edge  of  which,  perforated  by  the 
fibres  of  the  auditory  nerve,  is  visible  at  t ;  E,  hamulus. 


Fig.  169. — Diagrammatic  Transverse  Section  of  the  Cochlea  of  a. 

Mammal. 

KS,  bony  cochlea  ;  Lo,  Lo\  the  two  layers  of  the  lamina  spiralis  ossea,  between  which 
at  N  the  auditory  nerve  (together  with  the  ganglion,  left  of  L)  is  seen  ;  L, 
limbus  laminae  spiralis  ;  B,  niembrana  basilaris,  on  which  the  neuro-epithelium 
lies  ;  B,  Eeissner's  membrane  ;  Sv,  scala  vestibula  ;  St,  scala  tympani  ;  Svi, 
scala  media  (membranous  cochlea) ;  C,  membrane  of  Corti  ;  Ls,  ligamentum 
spirale. 


approximately  triangular  in  transverse  section,  is  called  the  ductus 
cochlearis  or  scala  med  ia.  It  is  apparent  that  the  scala  media 
does  not  by  any  means  fill  up  the  lumen  of  the  bony  cochlea,  but 
that  a  cavity  is  left  on  either  side  of  it,  corresponding  to  those  we 
have  already  met  with  in  the  auditory  organ  of  Birds,  and  known 
as  the  scala  vestibuli  and  scala  tympani  (Fig.  169,  Sv,  St). 

Both  of  these  are  continuous  with  the  cavum  perilymphaticum, 
and,  following  the  direction  of  the  scala  media,  open  into  one  another 
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at  the  blind  end  of  the  latter,  that  is,  at  the  so-called  cupula  ter- 
minal (Fig.  167,*).  The  scala  vestibuli  is  shut  off  from  the 
tympanic  cavity  {Ot,  Cl)  by  the  membrane  of  ^J™ef*°vfhS' 
to  which  the  stapes  is  applied  externally  (Fig.  167,  SAp,  t)  J  the 
scala  tympani  is  closed  by  the  membrane  of  the  fenestra  rotunda 

(Fig.  167,  M).  „     .        .     ,  , 

On  the  floor  of  the  bony  cochlea,  not  far  from  the  fenestra 
rotunda,  there  is  an  opening  (Fig.  167,  cl)  into  a  narrow  canal  the 
aqueductus  cochlea?,  or  ductus  penlymphaticus  {JJ.p, 
D.px),  which  serves  as  a  communication  between  the  perilymph- 
atic cavity  and  the  peripheral  lymphatic  trunks  of  the  head.1 

The  already-mentioned  ductus  endolymphaticus  s. 
aqueductus  vestibuli  is  iu  relation  with  the  endolymph 
enclosed  within  the  membranous  labyrinth  (Figs.  161  and  167, 
D.e).  It  is  an  archaic  structure,  and  is  present  from  the  lowest 
Fishes  (Myxinoids)  up  to  Mammals,  undergoing  numerous  varia- 
tions and  modifications  in  the  Vertebrate  series.  In  its  primitive 
form,  the  endolymphatic  duct  consists  of  a  tube  arising  from  the 
inner  wall  of  the  sacculus,  with  the  lumen  of  which  it  communi- 
cates. Its  upper  end  perforates  the  inner  wall  of  the  cartilaginous 
or  bony  auditory  capsule,  passes  into  the  cranial  cavity,  and 
terminates  by  an  expanded  extremity  (saccus  endolymphaticus)  in 
the  dura  mater.  Osmosis  can  thus  occur  between  the  lymph 
contained  in  the  endolymphatic  and  epicerebral  lymph-spaces 
respectively. 


InElasmobranchsthe  ductus  endolymphaticus  opens  on  the  posterior  part 
of  the  roof  of  the  skull,  and  is  thus  in  free  communication  with  the  sea-water. 
In  many  Reptiles  its  free  end  comes  to  lie  close  under  the  roof  of  the  skull 
beneath  the  parieto-occipital  suture,  and  in  the  Ascalahota  the  duct  even 
leaves  the  cranial  capsule,  passes  back  between  the  muscles  of  the  neck,  and  in 
the  region  of  the  pectoral  arch  becomes  swollen  to  form  a  large  folded  sac, 
from  which  finger-shaped  processes  extend  right  to  the  ventral  surface  of  the 
vertebral  column  and  to  the  sub-mucous  tissue  of  the  pharynx.  These  pro- 
cesses may  also  branch  out  in  a  labyrinthic  manner  into  the  orbit,  and  they 
are  always  filled  with  a  white  semi-solid  mass  of  otolithic  substance,  con- 
sisting of  very  minute  crystals  of  carbonate  of  lime  :  otolithic  matter  is  also 
present  in  the  ductus  endolymphaticus  of  all  Vertebrates,  at  any  rate  in  the 
embryo. 

In  Amphibians,  and  also  in  certain  Teleosteans,  the  duct  of  either  side, 
by  means  of  large  sac-like  enlargements,  may  come  to  lie  close  to  its  fellow, 
either  on  the  dorsal  surface  only,  or  on  both  dorsal  and  ventral  sides  of  the 
brain.    The  latter  is  the  case  in  Anura,  for  instance. 

In  Birds  and  Mammals  the  ductus  endolymphaticus  never  passes  out  of 
the  cranial  cavity,  and  in  its  general  relations  corresponds  with  the  tube-like 
ground-form  described  above. 


1  A  ductus  perilymphaticus  can  be  plainly  made  out  from  Reptiles  onwards.  It 
arises  in  (lie  cavum  perilymphaticum  on  the  outer  side  of  the  sacculus,  then  passes 
along  a  deep  furrow  to  the  median  wall  of  the  cochlea,  extends  over  the  membrana 
basilaria  (scala  tympani),  passes  through  the  foramen  rotundum,  and  comes  into 
connection  with  the  epicerebral  lymph-sums. 
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HISTOLOGY  OP  THE  MAMMALIAN'  COCHLIiA. 

The  fibres  of  the  auditory  nerve  running  along  the  axis  of  the  bony  cochlea 
S£?  fJhT  C0Urse  ^aUy  outwardsf  and  come  to  lie  betw,  ?,he  wo 
plates  ol  the  lamina  spiralis  ossea  (Fig.  168,  Lso,  Lso\  Figs.  169,  170 
Between  Lo  and  Lf)     On  the  free  border  of  the  latter,  thesl  pass  ou and 

(F?"  17?  Tn™™  ^  0n  the  innei  SUrface  °f  ^e  basilar  ^mbrane 


Fig.  170.— The  Oegan  of  Corti.    (After  Lavdowsky.) 

Lo,  Lo1,  the  two  plates  of  the  lamina  spiralis  ossea  ;  N,  auditory  nerve  with  ganglion  ; 
iV1,  N'1,  the  nerve  branching  up  into  fibrillae  and  passing  to  the  auditory  cells 
(G,0)  ;  Ba,  Ba,  bacilli,  or  supporting  cells  ;  Mz,  membrana  reticularis  ;  C,  mem- 
brane of  Corti  ;  Ls,  ligamentum  spiral  e,  passing  into  the  basilar  membrane  ; 
Sm,  scala  media  ;  B,  membrane  of  Keissner  ;  B,  B,  basilar  membrane. 


The  fibrillse  extend  to  the  sensory  or  auditory  cells  ((?,  G),  and  these  are 
stretched  as  in  a  frame  between  the  firm  supporting  and  isolating  cells  or 
bacilli  (Ba,  Ba).  From  the  surface  of  the  bacilli  a  resistant  net-like  mem- 
brane (membrana  reticularis)  extends  laterally,  and  through  the  meshes  of  the 
latter  the  hairs  of  the  auditory  cells  project  (Fig.  170,  Mz).  The  number  of 
the  outer  hair-cells  may  be  estimated  at  about  12,000.  The  auditory  cells 
are  covered  by  a  thick  and  firm  membrane — the  membrana  tectoria  s.  Corti 
(Fig.  170,  C) — which  probably  acts  as  a  damper,  and  which  arises  from  the 
labium  vestibulare  of  the  lamina  spiralis  ossea.  The  whole  extent  of  the  basilar 
membrane  consists  of  clear  thread-like  and  very  elastic  fibres,  of  which  about 
16,000  to  20,000  can  be  made  out  in  Man.  These  are  capable  of  vibrating 
freely,  and,  as  their  length  varies  definitely  in  different  regions  of  the  cochlea, 
they  might  be  looked  upon  (were  it  not  that  they  are  absent  from  Birds)  as 
forming  a  sort  of  keyboard  or  harp,  that  is,  as  a  definite  apparatus  of  strings 
capable  of  analysing  the  different  waves  of  sound,  the  vibrations  of  which  arc 
communicated  to  the  auditory  cells,  and  thence  by  means  of  the  nerves  to 
the  brain. 
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RELATION  OB1  THE  AUDITORY  ORGAN  TO  THE  AIR-BLADDER  IN  FISHES. 

A  relation  between  the  auditory  organ  and  air-bladder  is  ob^able  in  f  our 
families  of  Telcosteans  (Sihvroidei,  Cyprmoidei,  Characm,  and  Gymnota). 
apparatus  is  formed  on  the  same  plan  in  all  these  I™s-  bladder  and 

1  'a  chain  of  bones  extends  between  the  anterior  end  of  the/"-b^^rKltdne'; 
the  auditorv  organ,  by  means  of  which  the  relative  fulness  of  the  air-bladder 
rSS  l/tkFisl,.  This  chain  arises  by  the  metamorphosis  of 
i  n^Sts  o!  the^our  anterior  vertebra,  (upper  arche s  and  spines  and 
transverse  processes),  and  four  segments  may  be  distinguished.  In  many  cases 
S es  .  the  air-bladder  are  produced  outwards  to  the  side-walls  of  the  body, 
Where  the  skin  becomes  very  thin,  forming  a  sort  of  tympanic  membrane. 

TPor  further  details,  such  as  the  relation  of  the  whole  apparatus  to  the 
saccus  endolymphatic^,  the  reader  is  referred  to  Wiedersheim's  Lehrbuch  der 
vergl.  Anatomie.) 

BlBLIOGRATHY. 

Haddon,  A.  G.—On  the  Stridulating  Apparatus  of  Callomystax  gagata.    Journ.  of 

Anat.  and  Physiol.  Vol.  XV. 
Hasse,  C.-The  numerous  Papers  of  this  Author,  which  refer  to  all  the  chief 

Vertebrate  groups,  are  published  partly  m  the  Zatsch  f  wiss.  Zool.JBi.XWn. 

und  XVIII.),  and  partly  in  "  Anatomischcn  Studten.      Leipzig,  18/  0-1 8 /<5. 
Hensen,  W.— Physiologic  des  GeMrs.    In  the  Eandhuch  der  Physiologic  by  L. 

Hermann.    Abthl.  Sinncsorgane  2.    Leipzig,  1880. 
His,  W.— Anatomie  mensch.  Embryonen.    Leipzig,  1880-1885. 

Howes  G  B  —On  the  Presence  of  a  Tympanum  in  the  Genus  Raia.    Journ.  of  Anat. 

and  Physiol.  Vol.  XVII.,  1883. 
Kuhn.— See  the  works  of  this  Author  on  the  auditory  organ  of  lishes,  Amphibia, 

and  Reptiles  in  the  Arch.  f.  mikr.  Anat.  Bd.  XIV.,  XVII.,  XX. 
Moldenhauer,  W.—Die  EntwivUung  des  mittlcrcn  und  dusscrcn  Ohrcs.  Morph. 

Jahrb.  Bd.  111.,  1878.  . 
Parker,  T.  J. — On  the  Connection  of  the  Air-Bladder  and  the  Auditory  Organ  in  the 

Red  Cod  {Lotclla  hacchus).    Trans.  N.  Z.  Institute,  1883. 
Eetzius,  G. — Das  Gchbrorgan  der  Wirhelthierc.    I.  Das  Gehororgan  der  Fische  und 

Amphibicn.    .Stockholm,  1881.    II.  Das  Gehororgan  der  Rcptilicn,  der  Vbgcl, 

tend  der  Saugelhiere.    Stockholm,  1884. 
Weber,  E.  H. — De  aure  ct  auditu  hominis  et  animalium.    Lipsios,  1820. 
Wiedersheim,  R.— Zur  Anatomie  und  Physiologic  des  Phyllodactylus  curopxus,  &e. 

Morph.  Jahrb.  Bd.  I.,  1876. 

1  T.  J.  Parker  has  also  described  a  connection  between  the  auditory  organ,  air- 
bladder,  and  skin  in  the  Red  Coi  (Lotella  bacchus). 


F.  ORGANS  OF  NUTRITION. 


ALIMENTARY  CANAL  AND  ITS  APPENDAGES. 

The  alimentary  canal  (tractus  intestinalis)  consists  of  a  tube 
which  begins  at  the  aperture  of  the  mouth,  passes  through  the 
body  cavity  (ccelome),  and  ends  at  the  anus.  Its  walls  consist 
essentially  of  three  layers;  an  inner  epithelial,  a  middle  con- 
nective-tissue, and  an  outer  muscular  layer.  The  first, 
which  corresponds  to  the  hypoblast  of  the  embryo,  forms  the  lining 
of  the  canal  (Fig.  8,  Ep),  and  gives  rise  to  numerous  glandular 
structures  which  have  a  secretory  as  well  as  a  resorptive  nature ; 
the  second  {Suhn),  consisting  of  connective  and  adenoid  tissue, 
serves  chiefly  to  conduct  the  blood  and  lymph  vessels ;  while  the 
third  {Msg)  which,  together  with  the  second,  corresponds  to  the 
splanchnic  layer  of  mesoblast  of  the  embryo,  is,  as  a  rule,  divided 
into  two  layers,  and  consists  of  smooth  muscular  elements,  the  inner 
being  constituted  by  circular  fibres,  aud  the  outer  by  longitudinal 
ones.  These  serve  for  the  contraction  of  the  wall  of  the  gut,  and 
thus  fulfil  the  double  function  of  brincnno-  its  nutritive  contents 
into  the  closest  possible  relation  with  the  whole  epithelial  surface, 
and  at  the  same  time  of  removing  from  the  body  the  substances 
which  have  not  been  absorbed.  A  fourth  accessory  serous  coat, 
enclosing  the  gut  externally  in  the  region  of  the  coelome,  must  be 
added  to  these  three  layers.  It  is  covered  on  its  free  surface  by 
pavement  epithelium,  and  is  reflected  round  the  entire  body-cavity, 
converting  the  latter  into  a  large  lymph-sinus.  Its  abdominal 
portion  is  spoken  of  as  the  peritoneum,  and  its  thoracic  portion 
as  the  pleura,  the  heart  being  invested  by  a  special  serous  mem- 
brane, the  pericardium.  In  the  cranial  and  cervical  portions  of 
the  alimentary  tract  the  serosa  is  not  developed. 

A  parietal  layer,  lining  the  body-cavity,  and  a  visceral 
layer  reflected  over  the  viscera,  can  then  be  distinguished  in 
the  peritoneum  (Fig.  8,  Per,  Per1).  The  region  where  one  passes 
into  the  other,  which  is  thus  primitively  double,  is  called 
the  mesentery  {Ms),  and  this  serves  not  only  to  support  the 
alimentary  canal  from  the  dorsal  body-wall,  but  also  to  conduct 
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the  vessels  and  nerves  passing  from  the  region  of  the  vertebral 
column  to  the  viscera.  By  far  the  greater  number  of  the  nerves 
arise  from  the  sympathetic  system  ;  cerebral  and  spinal  elements 
are  present  only  in  the  most  anterior  and  posterior  sections  ot  the 
alimentary  canal,  both  of  which  regions  contain  striped  muscular 
fibres  and  are  under  the  influence  of  the  will.  The  mesentery  gives 
rise  to  a  large  system  of  folds  arising  from  the  inner  dorsal  surface 
of  the  body-wall,  in  which  the  viscera  are  enveloped. 

The  most  anterior  section  of  the  primitive  alimentary  tract 
functions  as  a  respiratory  cavity  as  well  as  a  food-passage,  and 
possesses  for  this  purpose  a  row  of  apertures,  lying  one  behind 
the  other :  round  these,  certain  vessels  are  developed,  by  means  ot 
which  a  continual  interchange  of  gases  can  take  place  between 
the  blood  and  the  water  passing  through  the  apertures.  In  short, 
gills  are  developed  (Fig.  171,  A).  Although  these  latter  are  only 
functional  in  Fishes,  Dipuoans,  and  aquatic  (or  larval)  Amphibians, 
even  in  the  higher  Vertebrates,  the  larger  portion  of  the  cavities 
of  the  mouth  and  pharynx  lying  behind  the  internal  nostrils  serves 
as  a  common  air-  and  food-passage  until  a  proper  palate  is  formed 
(Fig.  171,  C,  D). 

With  the  formation  of  a  definite  palate,1  the  primitive  mouth- 
cavity  becomes  divided  into  an  upper  respiratory,  and  a  lower 
nutritive  portion,  or  into  a  nasal,  and  a  secondary  or  de- 
finitive mouth-cavity.  The  separation,  however,  is  not  a 
complete  one,  the  passage  being  common  to  both  cavities  for  a 
certain  region  (Fig.  171,  at  t).  This  region  is  called  the  pharynx, 
and  in  Mammals  it  is  partially  separated  from  the  mouth  by  a 
fibrous  and  muscular  fold,  the  velum  palati,  or  free  edge  of  the 
soft  palate. 

The  alimentary  canal  of  all  Vertebrates  is  divided  into  the 
following  principal  sections: — Mouth  (cavum  oris),  pharynx, 
gullet  (oesophagus),  stom  ach(ventriculus)  (not  differentiated 
in  rare  cases  only),  small  intestine  (duodenum,  j  ejunum,  and 
ileum),  and  large  intestine  (colon  and  rectum).  A  csecuin 
is  often  present  at  the  junction  of  the  large  and  small  intestine. 
Between  the  stomach  and  duodenum  as  well  as  between  the  ileum 
and  large  intestine  there  is,  as  a  rule,  a  marked  elevation  of  the 
muscular  coat  serving  as  a  sphincter  (pyloric  and  ileo -colic 
valves).    There  is  also  a  sphincter  muscle  at  the  anus. 

The  small  intestine  is  always  the  longest  section  of  the  ali- 
mentary tract:  the  ducts  of  the  liver  and  pancreas  open  into 
its  anterior  portion  (duodenum). 

The  course  of  the*  alimentary  canal  may  be  straight  or  more  or 
less  coiled ;  in  the  latter  case  it  presents  a  greater  absorptive 
surface.  As  a  general  rule,  it  is  longer  in  herbivorous  than  in 
carnivorous  animals. 

A  considerable  increase  of  surface  also  commonly  results  from 
1  Comp.  pp.  75  and  81. 
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p1G  17]  —Diagrams  of  the  Oeal  Cavities  of  a  Fish  (A),  Amphibian  (B), 
Reptile  ok  Bird  (C),  and  Man  (D). 

N,  external  nostrils;  Oh,  internal  nostrils:  D,  alimentary  canal ;  K,  gill-slits  j  L, 
lunc  •  T  trachea;  0,  oesophagus:  the  arrow  marked^/  indicates  the  respiratory 
passage, '  that  marked  B  the  nutritive  passage ;  t,  the  point  where  the  two 
passages  cross  one  another. 
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the  elevation  of  the  mucous  membrane  to  form  folds,,  villi,  and 

papillae.  , 

A  diagram  of  the  human  intestinal  tract  and  its  appendages 
is  given  in  Fig.  172.    All  the  appendages  of  the  canal  arise  m  the 


Fig.  172. — Diagram  of  the  Entire  Alimentary  Tract  of  Man. 

Ols,  salivary  glands  ;  Ph,  pharyux  ;  Ol.th,  thyroid  gland  ;  Gl.thy,  thymus  glaud  ; 
Lg,  lung  ;  Oe,  oesophagus  ;  Z,  diaphragm  ;  Mg,  stomach  ;  Lb,  liver  ;  Pa,  pancreas  ; 
Dd,  small  intestine  ;  Vic,  ileo-colic  valve  ;  Pv,  vermiform  process  of  crecuin  ; 
Ca,  ascending  colon  ;  Ct,  transverse  colon  ;  Cd,  descending  colon  ;  li,  rectum  ; 
A,  anus. 

embryo  as  outgrowths  from  the  hypoblast,  and  are  thus  of  epithelial 
origin  :  they  either  remain  throughout  life  as  glandular  organs,  or  at 

P  2 
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any  rate  they  are  formed  on  the  same  type  as  glands  (lungs,  thyroid, 
thymus).    Mesoblastic  elements  are  added  to  them  secondarily. 

Beginning  from  the  mouth  the  following  appendicular  organs 
of  the  alimentary  canal  may  be  distinguished  : — 

(1)  Salivary  glands  (Fig.  172,  Gh). 

(2)  Mucous  glands. 

(3)  The  thyroid  gland  (Gl.th). 

(4)  The  thymus  gland  (01. thy). 

(5)  The  lungs  (pulmones)  (air-bladder)  (Lq). 

(6)  The  liver  (Lb). 

(7)  The  pancreas  (Pa). 

To  these  may  be  added  the  gastric  and  intestinal  glands 
(peptic  glands,  glands  of  Lieberkuhn,  &c),  which  are  embedded  in 
the  wall  of  the  gut. 


I.  MOUTH.1 

In  Amphioxus  the  entrance  to  the  mouth  is  provided  with 
cirrhi,  and  in  Cyclostomes  it  is  surrounded  by  a  ring  of  cartilage  : 
all  other  Vertebrates  are  provided  with  jaws. 

Definite  lips  provided  with  muscles  first  appear  in  Mammals,2 
and  are  most  strongly  developed  in  Monkeys,  especially  Anthropoids  : 
the  space  between  them  and  the  jaws  is  spoken  of  as  the 
vestibulum  oris.  This  may  become  extended  on  either  side 
to  form  cheek -pouches,  which  serve  as  food  reservoirs  (many 
Monkeys  and  Rodents). 

The  organs  of  the  oral  cavity  may  be  divided  into  three 
groups,  viz.  the  teeth,  the  glands,  and  the  tongue. 


Teeth. 

Both  epiblast  and  mesoblast  take  part  in  the  formation  of  the 
teeth.  The  epithelium  of  the  mouth  grows  inwards  so  as  to  give 
rise  to  the  so-called  enamel-organ,  which  meets  with  dome- 
shaped  elevations  of  the  underlying  connective-tissue,  the_  tooth- 
germs  or  tooth-papillae.  Both  these  tissues  come  into  the 
closest  relations  with  one  another,  and,  by  very  complicated  pro- 
cesses of  differentiation,  give  rise  to  the  different  substances  of 
which  the  teeth  are  composed.  These  substances  are,  the  enamel, 
den  tine  (ivory),  which  is  permeated  by  a  fine  system  of  canals, 
and  cement  (Fig.  173,  ZS,  ZB,  ZG). 

1  The  month  of  the  Lamprey  serves  as  a  suctorial  organ  for  attaching  the  animal 
to  foreign  objects.    The  larvffi  of  Lepidostcns  and  Anura  are  temporarily  provided 

WUll  A^SiS'sccn,  however,  in  Dipnoi,  the  lips  of  which  are  provided  with 
well-developad  muscles. 
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The  root  of  the  tooth  embedded  in  the  gums  is  provided  at  its 
lower  end  with  a  small  opening,  and  this  leads  into  the  pulp  - 
cavity  (Fig.  173,  PE\  PE\  Into  its  interior,  vessels  and  nerves 
extend. 


...-ZS 


Fig.  173.— Semidiagrammatic  Figure  of  a  Longitudinal  Section  through  a 

Tooth. 

ZS,  enamel ;  ZB,  dentine  (ivory)  ;  ZC,  cement  ;  PH\  aperture  of  the 
pulp-cavity  (PH). 

While  in  Vertebrates  below  Mammals  a  succession  of  teeth 
takes  place  throughout  life,  in  the  latter  group  this  as  a  rule 
occurs  only  once,  that  is,  the  first  or  so-called  milk  dentition  is 
only  replaced  once  by  a  second  stronger  and  more  fully-developed 
permanent  dentition.  In  certain  Mammals,  such  as  the 
Cetacea  and  Edentata  (with  the  exception  of  Dasypus  peba), 
there  is  no  succession,  and  they  are  therefore  distinguished  as 
Monophyodonts  from  other  Mammals,  or  Diphyodonts.  The 
teeth  of  Edentates  are  without  enamel. 

In  Rhinolophus  (Cheiroptera),  some  Rodents,  and  Sirenia,  the  milk-teeth 
never  cut  the  gum,  and  become  entirely  absorbed  before  birth.  In  Rodents 
various  conditions  of  the  milk  dentition  are  seen :  in  the  Rabbit  they  cor- 
respond in  number  with  their  successors,3  though  the  incisors  disappear  before 
birth,  the  outer  upper  and  the  lower  one  being  quite  rudimentary.  In  others, 
and  in  some  Insectlvores,  no  milk  teeth  at  all  are  known  :  the  Hedgehog  has 
a  complete  milk  dentition,  while  no  milk-teeth  are  known  in  the  Shrew.  In 
Marsupials  and  Guinea-pigs  only  one  milk  molar  is  present.  All  these  fads 
indicate  (hat,  a  gradual  reduction  of  the  milk  dentition  is  taking  place. 

In  those  cases  where  the  teeth  are  similar  in  foim  throughout, 
as,  for  instance,  in  existing  toothed  Whales,  we  have  ahomodont 
asopposed  to  a  heterodont  dentition.    In  the  latter  case  the  teeth 


1  That  is,  with  the  incisors  and  premolars  of  the  adult. 
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become  differentiated  into  incisors,  canines,  and  grinders 
(premolars  and  molars). 

Pishes  and  Amphibia.  -The  dermal  denticles  already  de- 
scribed m  the  chapter  on  the  skeleton  are  structures  homologous 
with  teeth,  for  both  are  developed  in  a  similar  manner  Tn 
Teleostei  all  the  bones  bounding  the  mouth  may  bear  teeth  as 
may  also  the  hyoid  and  branchial  arches  (pharyngeal  bones).  'On 
the  latter,  and  also  on  the  parasphenoid,  they  are  arranged  in  a 
single  series,  or  in  masses ;  numerous  teeth  are  also  met  with  on 
the  parasphenoid  in  certain  Urodeles  (Fig.  174).  In  general, 
however,  there  is  in  Amphibia  a  considerable  diminution  in  the 
number  of  teeth  as  compared  with  those  of  Fishes ;  and  at  the 
same  time  a  much  more  uniform  character  is  noticeable  in  their 
form  throughout.1 

In  Amphibia  they  are  enlarged  conically  below,  and  rest  on  a 
definite  base,  while  above  they  become  narrower,  and  slightly 
curved,  and  end  either  in  a  double  (Myctodera,  Anura),  or  a  single 


Fig.  174. — Skull  of  Batrachoseps  attenaatus.    (From  the  ventral  side,  showing  the 

teeth  on  the  parasphenoid. ) 

apex  (Perennibranchiata,  Derotremata,  Gymnophiona) ;  the  latter 
is  the  more  primitive  condition.  The  teeth  lie  deeply  embedded 
in  the  mucous  membrane,  and  are  present,  as  a  rule,  on  the  pre- 
maxilla,  maxilla,  and  mandible,  as  well  as  on  the  vomer  and  palatine, 
but  rarely  on  the  parasphenoid  ;  in  the  larvae  of  Salamanders  and 
in  Proteus  the  splenial  of  the  lower  jaw  is  also  toothed.  Horny 
jaws  and  horny  teeth  are  present  in  larval  Anura.2 

1  In  Fishes  the  teeth  may  be  cylindrical,  conical,  or  hooked  ;  or  in  some  cases 
(Scams,  and  the  Sarginae)  they  may  be  chisel-shaped,  resembling  the  incisors  of 
Mammals,  and  working  together  like  scissors  ;  in  others  they  give  rise  to  a  definite 
pavement,  are  rounded  in  form,  and  serve  to  crush  the  food.  Again,  they  may  be 
delicate  and  bristle-shaped  (Chastodon),  or  sabre-shaped  (Chauliodus). 

2  The  horny  structures  on  the  upper  jaw  in  young  stages  of  Polypterus,  in  the 
mouth  of  Cyclostonji,  on  the  jaws  of  Siren  lacertina,  and  on  the  lips  of  Dipnoi,  belong 
to  the  same  category  as  these. 
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Reptilia.-Corresponding  with  the  great  firmness  and  solidity 
of  tfe S  in  Reptile^,  the  dentition  is  ^.^«*^SS 
and  occasionally  at  the  same  time  it  is  more  ^^du^^ 
than  in  Amphibians.  The  teeth  are  either  situated  upon  a  ledge 
on  the  innTSde  of  the  lower  jaw,  with  which  they  become  fused 
oL^yTleurodont  dentition,-Skinks,  Amphisbaanians  and 
3,  orthey  lie  on  the  free  upper  border  of  the  Jjw  (aero  don  t 
dentition),  or  finally,  as  in  Crocodiles  and  numerous  fossil  Reptiles, 
they  are  lodged  in  alveoli  (thecodont  dentition)  (comp.  Fig.  175 
A  a  b  c)  Both  upper  and  lower  jaws,  and  occasionally  the 
palate  also  are  toothed;  the  teeth  have  a  single  apex,  except  in 
Lizards,  in  which  the  apex  is  double.1  In  many  Reptiles,  however 
(e.g.  Hatteria,  Uromastix  spinipes,  Agamaa,  and  numerous  fossil 
forms,  especially  those  of  the  Trias  of  South  Africa)  a  heterodont 
dentition,  consisting  of  incisor-  canine-  and  molar-like  teeth,  is 
already  seen. 


A  « 
Fig.  175.— A,  Diagrams  of  Transverse  Sections  through  the  Jaws  of  Reptiles, 

SHOWING  FlEURODONT  (a),  ACRODONT  (6),  AND  THECODONT   (c)  DENTITIONS. 

B,  a,  Lower  Jaw  of  Zootoea  vivipara  ;  b,  of  Anguis  fragilis.    (After  Leydig.) 


The  dentition  of  poisonous  snakes  deserves  special 
attention,  for  in  them  a  varying  number  of  maxillary  teeth  are 
differentiated  to  form  poison- fangs.  Thus  in  the  common  Viper 
(Belias  berus  and  P.  prester)  there  are  on  each  side  nine  poison- 
fangs  arranged  in  transverse  rows ;  the  stronger  ones  project  freely, 
while  the  lesser,  reserve  teeth,  lie  within  the  gum  (Fig.  176,  A) ; 
only  one  of  these  teeth,  however,  is  firmly  fixed  to  the  maxilla  at  a 
time.  Each  fang  is  perforated  by  a  poison-canal,  which  is  in- 
completely surrounded  by  the  pulp-cavity,  the  latter  having  the 
form  of  a  half-ring  in  transverse  section  (Fig.  176,  B,  C,  GO,  PH) : 
the  duct  of  the  poison-gland  passes  into  an  aperture  at  the  base 
of  the  tooth  which  leads  into  the  poison-canal,  and  the  latter  opens 

1  A  peculiar  tooth  is  present  in  the  embryos  of  Lizards,  Blindworms,  and  some 
Snakes.  It  projects  considerably  beyond  its  neighbours,  and  lies  in  the  median  line 
of  the  lower  jaw  extending  vertically  towards  the  snout,  and  serving  the  young  as  a 
means  of  breaking  through  the  egg-shell. 
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at  a  short  distance  from  the  apex  of,  the  tooth  (see  the  course  of 
the  arrow  in  Fig.  176,  A). 

■  * 

Between  the  ordinary  teeth  of  Snakes  and  the  poison-fangs  with  closed 
canals,  there  are  numerous  intermediate  forms  in  which  certain  of  the  teeth  are 

CP S^TflS0?8  thC,r  anteri°r  Side-  A  similar  condition  is  als°  seen  fa 
(Iv-.np  p.  222.)  a  P°lsonous  Mexican  Li^ard  (Helodenna). 

^^S^nfwT8'  ™6  EirdS'  are  J,rovided  with  h°my  sheaths  to  the  jaws  in- 
ff£*    The  P«f nce  of  teeth  in  embryos  of  Trionyx,  however,  proves 
that  this  is  only  a  secondary  condition.  * 

ritnSSl^Sfi"^  ^fi??  °f  4merica  (Odontornithes)  were  either 
situated  m  definite  alveoli  (Ichthyornis),  or  simply  in  grooves  (Hesperornis) 
lhe  premaxilla3  were  toothless,  and  seem  to  have  possessed  a  horny  beak 
The  single-pointed  smooth  teeth  of  Archsopteryx  were  1  mm.  long,  and  all  of 
similar  size  and  form.     Most  probably  they  were  situated  in  alveoli.  All 
existing  Birds,  as  well  as  those  of  the  Tertiary  and  Post-Tertiary  strata,  are 


C 


Fig.  176. — Figures  of  the  Poison-Fangs  of  a  Viierine  Snake. 

A,  skull  of  Eattlesnake  ;  B,  transverse  section  through  about  the  middle  of  the 
poison-fang  of  Vipera  ammodytes ;  C,  transverse  section  through  the  poison-fang 
of  Vipera  ammodytes  near  its  distal  end.    (B  and  C  after  Leydig.) 

Gz,  poison-fang  ;  Hz,  reserve  fangs  ;  OC,  poison-canal ;  PE,  pulp-cavity. 

Mammals. — The  differentiation  of  the  dentition  here  reaches 
its  extreme  limit,  corresponding  with  the  manner  in  which  the  food 
is  taken  in  and  masticated.  As  already  mentioned,  incisor, 
canine,  and  grinding  teeth  (premolars  and  molars)  can 
as  a  general  rule  be  distinguished.    These  are  all  embedded  in 
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well-developed  alveoli  of  the  jaw-bones,  and  there  are  nc .long any 
teeth  on  the  roof  of  the  palate.  The  canine,  which  is  most  largely 
developed  in  Carnivora,  usually  lies  in  a  continuous  series  with 
the  incisors,  which  are  situated  in  the  anterior  part  o f  the .jaws 
(premaziUa  in  upper  jaw).  The  premolars  follow  behmd  the  canme, 
the  space  usually  present  between  them  being  called  the  d  iastema 
and  then  come  the  molars,  which' lie  mainly  in  the  posterior  part  of 

the  law.1  ,  .,  ,n 

The  incisors  are  usually  chisel-shaped,  while  the  canines,  m 
those  cases  where  they  are  most  largely  developed  (Carnivora), 


Fig.  177. — Dentition  of  the  Hedgehog  (Erinacous  curopmus).     (The  teeth  of 
both  jaws  from  the  side,  and  those  of  the  upper  jaw  from  below. ) 

i,  incisors  ;  pm,  premolars  ;  in,  molars. 


possess  a  pointed,  conical  form,  and  are  more  or  less  curved.  The 
form  of  the  premolar  and  molar  teeth  may  be  derived  from  that 
of  the  incisors  and  canines ;  originally  two  lateral  and  a  median 
cutting-edge  can  be  distinguished  in  all,  these  edges  having  become 
gradually  metamorphosed  phylogenetically  for  mastication  in  the 
case  of  the  grinding  teeth.  In  the  course  of  further  development 
the  whole  grinding  surface  becomes  reduced  to  the  same  level, 
and  appears  more  or  less  flattened  or  tubercular. 

In  describing  the  teeth  of  a  Mammal  it  is  convenient  to  make  use  of  a 
dental  formula  in  which  their  number  and  arrangement  can  be  seen  at  a 


1  The  premolars  are  those  teeth  which  correspond  in  position  with  the  deciduous 
milk  molars,  the  molars  proper  having  no  predecessors. 
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Yia.  179. — Dentition  of  the  Porcupine  {Hystrix  hirsutirostris). 
References  as  before. 


Fig.  180. — Dentition  of  Sheep  (Ovis  arics). 
References  as  before,  but  the  teeth  of  the  lower  instead  of  the  upper  jaw  are  figured 

from  the  surface. 


Fig.  181. — Dentition  of  a  Catarehine  Monkey  (Nasalis  larvatus). 
References  as  before. 
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glance.  Thus  the  dental  formula  of  those  animals  the  teeth  of  which  are 
represented  m  Figs.  177  to  181,  would  be—  * 

Fig.  177.  Hedgehog,  /.  |,  c.  %pm.     m.  g. 
„    178.  Dog,  i.  |,  c.  \,pm.  -j,  :{. 
„    179.  Porcupine,  /.  i  c.  ft,  f. 
„    180.  Sheep,  i  <>,  c.  a  pm.  |,  m.  |. 
„    181.  Catarrhine  Monkey,],  f,  o.\,pm.  f,  m.  ft. 

The  variations  in  the  dentition  of  the  different  groups  of  Mammals  are  so 
exceedingly  numerous  that  it  is  impossible  to  describe  them  in  detail  here 
and  only  the  following  points  will  be  briefly  remarked  upon.1 

The  essential  arrangement  of  the  teeth  'is  such  that  there  is  an  alternation 
between  those  of  the  upper  and  lower  jaw  ;  thus  the  teeth  of  one  jaw  do  not 
correspond  m  position  with  those  of  the  other,  but  with  the  interspaces 
between  them. 

A  consideration  of  the  rudimentary,  fnnctionless  teeth  which  are  commonly 
present  renders  it  probable  that  in  the  course  of  genealogical  development  the 
teeth  have  undergone  a  decrease  in  number.2  An  increase  in  number,  on  the 
other  hand,  must  be  always  considered  as  an  atavism. 

Finally,  attention  must  be  called  to  the  commonly-existing  sexual  differ- 
ences in  dentition,  as,  for  instance,  in  the  Wild  Boar,  in  the  Narwhal 
(Monodon),_in  the  Dugong  (Halicore),  and  in  the  Musk-deer.  In  the  males 
of  these  animals  a  modification  of  certain  of  the  teeth  (usually  the  canines)  to 
form  tusks  occurs,  and  these  serve  as  fighting  weapons.  In  the  Elephant  and 
Walrus  tusks  are  present  in  both  sexes :  in  the  former  they  correspond  to 
incisors,  and  in  the  latter  to  canines. 


Glands  of  the  Mouth. 

The  glands  of  the  mouth,  like  those  of  the  orbit  and  integument, 
appear  first  in  terrestrial  animals,  that  is,  from  Amphibians  on- 
wards. They  have  the  function  of  keeping  moist  the  mucous 
membrane  which  comes  into  contact  with  the  outer  air.  From 
being  at  first  almost  entirely  unspecialised,  and  giving  rise  simply 
to  a  slimy  fluid,  they  become  differentiated  later  into  structures  the 
secretions  of  which  take  on  a  very  important  relation  to  digestion ; 
they  may  also,  as  in  the  case  of  poisonous  Snakes  and  Lizards, 
constitute  dangerous  weapons  of  offence. 

With  their  gradually  increasing  physiological  importance  a 
greater  morphological  complication  both  in  number  and  arrange- 
ment takes  place.  Their  histological  character  also  becomes 
changed  in  such  a  manner  that  the  three  ordinary  forms  of  glands, 
i.e.  tubular,  compound-tubular,  and  acinous,  may  be 
recognised. 

In  the  lower  Vertebrata  the  two  first  forms  preponderate,  and 

1  These  variations  not  only  consist  in  the  various  positions  and  forms  of  the 
teeth,  hut  also  in  the  typical  arrangement  of  the  enamel  on  the  crowns.  Tims  in  the 
non-Euminant  Bunodontia  the  molars  are  tubercular,  while  in  the  Ruminant 
Selenodontia  the  surface  of  the  grinders  is  made  up  of  crescent-shaped  elevations. 

2  The  last  molar  of  Man,  or  so-called  "wisdom-tooth,"  seems  to  be  gradually  dis- 
appearing. It  appears  last  and  is  lost  first,  and  often  does  not  reach  the  grinding 
surface. 
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the  glands  are  mostly  arranged  in  groups  ;  in  the 

the  contrary,  the  last- mentioned  form,  which  is  consideiably  higkei 

from  a  developmental  point  of  view,  is  the  more  usual. 

Amphibia.-With  the  exception  of  the  Perennibranchiata, 
Derotremata,  and  Gymnophiona,  a  tubular  gland  becomes 
developed  in  all  Amphibia  from  the  anterior  portion  of  the  root  ot 
the  mouth  (comp.  Fig.  144,  ID),  the  mam  mass  of  which  lies  m 
Urodeles,  in  the  cavity  of  the  nasal  septum  or  premaxilla 
(intermaxillary  or  in.ternasal  gland).  , 

In  Anura  its  position  is  more  anterior  than  in  Urodeles,  and 
it  is  more  largely  developed  ;  but  in  both  cases  the  ducts  open  on 
to  the  anterior  part  of  the  palate.  In  Anura  there  is  a  second 
aland  (pharyngeal  gland)  present  in  the  region  of  the  internal 
nostrils,  the  secretion  of  which  passes  partly  into  the  latter  and 
partly  into  the  pharynx.  . 

Numerous  gland-tubes  are   also  present  m  the  tongue  ot 

Amphibia. 

Reptiles.— The  mouth-glands  in  Eeptilia  show  an  advance  on 
those  of  Amphibia,  inasmuch  as  they  are  separated  into  groups. 
Thus  not  only  is  there  a  palatine  gland,  homologous  with  the  in- 
termaxillary gland, but  lingual  and  sublingual,  as  well  as  upper 
and  lower  labial  glands  are  present.    Chameleons  and  Snakes 


Fig.  182. — The  Poison-Apparatus  of  the  Eattlesnake. 

S,  the  fibrous  poison-sac,  which  is  surrounded  by  the  constrictor-muscle,  Mc  ;  at  31c1 
an  extension  of  the  latter  towards  the  lower  jaw  can  be  seen  ;  Gc,  the  duct 
arising  from  the  poison-gland,  which  passes  into  the  poison-fang  at  t  ;  the  latter 
is  embedded  in  a  large  sac  of  the  mucous  membrane,  zf ;  Km,  masticatory  muscles, 
some  of  which  are  seen  cut  through  at  *  ;  posterior  to  this  the  cut  edge  of  the 
scaly  integument  is  seen  ;  N,  external  nostril ;  A,  eye  displaced  towards  the 
antero-dorsal  aspect ;  z,  tongue  ;  za,  aperture  of  the  poison-fang. 

are  distinguished  by  a  remarkable  richness  in  glands,  which  become 
most  specialised  into  definite  groups  in  the  latter.  In  poisonous 
Snakes  the  poison-gland  (glandula  venenata)  becomes 
differentiated  from  a  portion  of  the  labial  gland  in  the  upper 
lip.    It  is  enclosed  in  a  strong  fibrous  sheath,  and  is  acted  upon 
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by  powerful  muscles,  so  that  its  secretion  can  be  poured  with 
great  force  into  the  duct  (Fig.  182,  £c),  and  thence  into  the 
poison-fang  (t). 

t   The  sublingual  gland  of  a  Mexican  Lizard,  Heloderma,  has  a  somewhat 
similar  poisonous  nature.    Its  secretion  passes  out  through  four  ducts  which 
perforate  the  bones  of  the  lower  jaw  in  front  of  the  grooved  teeth 
_    In  marine  Chelonians  and  Crocodiles  there  are  no  large  glands  united 
into  groups  connected  with  the  mouth. 

Birds. — In  Birds,  and  more  especially  in  climbing  Birds 
(Scansores),  well-developed  lingual  glands  are  present,  opening 
on  the  floor  of  the  mouth.  There  is  no  doubt  that  they  are 
homologous  with  those  of  Lizards,  and  they  probably  correspond 
with  the  posterior  upper  labial  gland  which  opens  into  the  angle  of 
the  mouth,  that  is,  to  the  poison-gland  of  Snakes.  The  palatine 
glands  of  Birds  have  also  their  homologues  in  Beptiles. 

Mammals. — Three  glands  may  be  distinguished  in  connection 
with  the  mouth  in  Mammals,  which  are  called,  according  to  their 
position:  (1)  parotid,  (2)  submaxillary,  and  (3)  sublingual 
(Fig.  172,  Gls).  Each  opens  by  means  of  a  well-defined  duct  (ducts 
of  Steno,  Wharton,  and  Bartholini  respectively)  into  the 
mouth.  The  former  corresponds  to  the  gland  opening  into  the 
angle  of  the  mouth  in  Birds,  and  consequently  also  to  the  poison- 
gland  of  Snakes.  As  the  last-mentioned  is  to  be  looked  upon 
as  a  differentiation  of  labial  glands,  the  same  origin  must  be 
supposed  for  the  parotid, — and  this  is  confirmed  by  a  study  of  its 
development. 

The  fact  that  both  the  other  salivary  glands  are  homologous 
with  the  sublinguals  of  lower  Vertebrates  needs  no  special  proof, 
and  the  numerous  mucous  glands  lying  at  the  sides  of  the  tongue 
and  opening  into  the  mouth  come  under  the  same  category. 

Concerning  the  tonsils  of  Mammals,  which  lie  at  the  junction  of  the 
mouth  and  pharynx,  compare  pp.  239  and  293. 


Tongue. 

In  Fishes  and  Dipnoi  the  tongue  is,  as  a  rule, rudimentary, 
usually  consisting  simply  of  a  covering  of  mucous  membrane  ex- 
tending over  the  basal  part  of  the  hyoid,  which  in  all  the  higher 
Vertebrates  serves  as  the  main  point  of  origin  for  the  tongue- 
muscles.  The  tongue  is  not  capable  of  movement  apart  from  the 
visceral  skeleton  in  Fishes,  and,  except  in  Cyclostomes  (where  it  has 
to  do  with  the  suctorial  apparatus),  is  wanting  in  a  proper  muscula- 
ture ;  it  is  covered  with  papillae,  and  serves  only  as  a  tactile  organ, 
or,  when  covered  with  teeth,  as  a  prehensile  organ  also. 

In  the  Perennibranchiata  it  remains  in  a  similar  condi- 
tion to  that  seen  in  Fishes,  but  in  all  other  Amphibia  except 
the  Aglossa  (Pipa  and  Dactylethra)  it  reaches  a  higher  stage 
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and  becomes  larger  in  size  by  the  development  of  definite 
muscles  in  connection  with  it.  Its  mobi  ity  vanes  greatly ^the 
different  groups  of  Amphibia  in  accordance  with  the  manner 
in  which git  is  fixed  to  the  floor  of  the  mouth.  It  is  usually 
attached  only  by  the  anterior  end  or  by  a  portion  of  its  ventia 
surface;  in  other  cases  it  is  free  all  round  and  in  Spelerpes 
(Fig.  183)  is  capable  of  being  extended  far  out  of  the  mouth  by 
means  of  a  complicated  mechanism. 


Fig.  183.— Head  of  Spelerpes  fuscus,  with  the  Tongue  extended. 

In  most  Reptiles  and  Birds  the  tongue  is  freely  moveable, 
but  its  form  and  relative  size  varies  greatly  in  the  different  families 
(see  Ficr  184  A  to  D).  It  is  least  mobile  in  Chelonians  and 
Crocodiles  :x  in  Chameleons,  on  the  other  hand,  it  is  very  long  and 

protrusible.  . 

The  tongue  of  Birds  which  is  usually  poorly  provided  witb 
muscles,  may  be  looked  upon  as  having  been  derived  from  a 
similar  form  to  that  of  Lizards,  and  its  shape  as  a  rule  corresponds 
more  or  less  to  the  form  of  the  beak.  It  possesses  a  horny  cover- 
ing, usually  provided  with  papillae  and  pointed  recurved  processes ; 
as°in  many  Reptiles,  it  may  be  split  up  at  its  distal  end,  being 
either  bifurcated  (Colibris)  or  having  a  brush-like  form.  In  Wood- 
peckers (the  extraordinarily  developed  epibranchials  of  which  have 
already  been  mentioned  in  the  chapter  on  the  skull),  the  tongue 
may  be  thrown  far  out  from  the  month  by  means  of  a  complicated 
system  of  muscles,  and  it  thus  serves  as  a  prehensile  organ;  in 
this  Bird  and  in  the  Duck  it  is  richly  provided  with  Pacinian 
corpuscles.  The  tongue  is  largest  in  predatory  Birds  (Rapaces) 
and  Parrots,  but  its  size  is  here  not  due  so  much  to  the  special 
development  of  muscles  as  to  the  presence  of  fat,  vessels,  and 
glands. 

The  tongue  reaches  its  most  complete  development  in  Mammals, 
and,  as  elsewhere,  undergoes  the  most  various  modifications  as 
regards  size,  mobility,  and  function,  according  to  the  method  of 
taking  in  food.  It  is  as  a  rule  flat,  and  rounded  anteriorly,  having 
a  band-like  form,  and  being  extensile.  A  fold,  the  so-called  sub- 
lingua  (plica  fimbriata  and  mediana),  is  present  on  its  lower 
surface.  This  represents  a  primitive  organ  which  must  be  regarded 
as  the  predecessor  of  the  structure  which  we  now  speak  of  as  the 
tongue. 

In  spite  of  the  various  functional  modifications  of  the  tongue 

1  The  relative  importance  and  degree  of  development  of  the  tongue  does  not  run 
parallel  with  the  systematic  position  of  the  animal. 
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Fig.  184. — A,  Tongue,  Htoid  Apparatus,  and  Bronchi  of  a  Gecko  (Phyllo- 
daetylus  curopceus)  ;  B,  Tongue  of  Zaccrta;  C,  of  Monitor  indicics ;  D,  of 
Emys  eurqpcca. 

Z,  tongue ;  ZK,  body  of  liyoid ;  VE  and  EE,  anterior  and  posterior  cornua  of  hyoid  ; 
K,  larynx  ;  Th,  thyroid  gland  ;  T,  trachea ;  B,  bronchi ;  Lg,  lung ;  if,  man- 
dible ;  L,  glottis  ;  ZS,  sheath  of  tongue. 
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in  Mammals,  it  is  very  uniform  both  as  regards  the  extrinsic 
muscles  and  their  attachment  to  the  hyoid  and  lower  jaw  and  the 
arrangement  of  the  intrinsic  muscles.  Only  m  such  forms  as 
Myrmecophaga  and  Dasypus  do  the  intrinsic  muscles  show  a 
peculiar  character:  in  them  a  tendinous  investment  is  present 
lying  under  the  mucosa,  and  this  serves  as  a  point  ot  attach- 
ment for  all  the  transverse  and  vertical  muscles. 

In  many  Mammals  (e.g.  Carnivora,  Insectivora)  a  peculiar  struc- 
ture, the  lytta  ("worm"),  is  present,  lying  within  the  longitudinal 
axis  of  the  tongue.  It  is  partly  fibrous  and  partly  muscular,  and  its 
thread-like  posterior  end  is  connected  with  the  body  of  the  hyoid. 
Its  phylogenetic  meaning  is  not  yet  clear,  and  it  can  only  be  said 
that  it  functions  as  a  point  of  origin  and  insertion  for  the  intrinsic 
muscles  of  the  tongue. 

In  Man  the  tongue  has  a  double  origin,  arising  firstly  from  an  unpaired 
protuberance— the  tuberculum  impar  (His)— lying  on  the  floor  of  the 
inouth  of  the  embrvo,  and  secondly  from  the  swellings  of  the  second  and 
third  visceral  arches,"  which  meet  together  in  the  middle  line.  In  this  manner, 
a  part  of  the  floor  of  the  primary  mouth  becomes  bridged  over,  forming  a 
narrow  depression,  covered  by  the  root  of  the  tongue.  This  depression 
becomes  further  isolated  by  the  approximation  and  union  of  the  body  of  the 
tongue— which  arises  from  the  above-mentioned  tuberculum  impar— to  the 
tongue-root,  which  is  formed  from  the  visceral  swellings.  From  the  cavity 
thus  shut  off  a  double  epithelial  vesicle  is  formed,— the  median  thyroid 
rudiment.  This  remains  for  a  time  in  free  communication  with  the  cavity 
of  the  mouth  by  a  duct,  the  ductus  thyreoglossus,  which  passes  to  the 
surface  of  the  tongue  along  the  region  where  the  body  and  root  of  the  tongue 
become  later  united.  The  foramen  caecum,  which  can  be  occasionally  traced 
in  the  adult  human  subject  into  the  substance  of  the  tongue  for  2£  centimetres 
or  more,  is  the  last  remnant  of  this  ductus  thyreoglossus.  From  the  median 
thyroid  rudiment  the  middle  lobe  of  the  thyroid  arises  later,  and  this  com- 
monly extends  forwards  (upwards)  as  a  "  cornu  medium  "  and  sometimes  also 
as  a  hollow  duct.  Now  and  then  this  duct  may  become  constricted  into 
definite  vesicles  (from  two  to  four),  which  are  known  as  bursa  suprahyoidea, 
bursa  prehyoidea,  &c.  All  these  are  remains  of  the  ductus  thyreoglossus.  The 
lateral  thyroid  rudiments  of  Man  arise  by  the  lower  part  of  the 
primary  floor  of  the  pharynx,  lying  near  the  glottis,  becoming  separated  off 
from  the  main  cavity,  and  thus  forming  an  independent  structure  lying 
laterally  to  the  larynx.  The  lateral  and  median  rudiments  of  the  thyroid 
later  become  approximated. 


Thyroid  Gland. 

The  thryoid  gland  arises  in  all  Vertebrates  as  one  or  more 
diverticula  of  the  ventral  wall  of  the  pharynx  or  floor  of  the 
mouth.  In  Ammoccetes  the  single  diverticulum  remains  in  com- 
munication with  the  pharynx,  and  a  similar  condition  of  things 
is  seen  in  Ascidians  and  Amphioxus ;  it  thus  appears  probable 
that  we  have  to  do  here  with  a  very  ancient  glandular  organ,  the 
secretory  function  of  which  in  relation  to  the  alimentary  canal  was 
of  great  importance  in  the  ancestors  of  existing  Vertebrates. 

In  all  the  higher  Vertebrates  this  organ  always  becomes 
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constricted  off  from  the  pharynx  in  the  course  of  development, 
and  the  communication  between  them  is  once  for  all  abolished'. 
(Corap.  also  small  print  on  p.  225.)  As  a  rule  it  shows  a  paired 
arrangement,  and  lies  right  and  left  of  the  median  line.  Internally 
it  consists  of  closed  glandular  vesicles,  surrounded  by  a  capillary 
network,  or  cylindrical  branched  tubes  may  be  present  (Mammals). 

The  whole  is  lobulated  in  structure,  and  is  characterised, 
particularly  in  Mammals,  by  a  great  wealth  of  blood-vessels.  It 
seems  very  probable  that  this  organ,  which  is  in  many  respects 
rudimentary,  has  undergone  a  gradual  change  of  function  in  the 
course  of  phylogenetic  development,  but  as  yet  it  is  impossible  to 
explain  in  what  its  function  consists.  As  regards  position,  it  either 
remains  throughout  life  in  its  locus  nascendi  on  the  floor  of  the 
mouth,  as  in  Fishes  and  Amphibia,  or  it  extends  a  varying 
distance  backwards.  In  Birds,  for  instance,  it  lies  on  the  origin 
of  the  carotid  artery  (Fig.  185,  Tr).1 

The  development  of  the  thyroid  has  been  studied  most  completely  in  the 
Fowl  and  in  Mammals.  In  the  former,  the  organ  arises  as  an  impaired  hollow 
vesicle  in  the  median  ventral  line  of  the  neck.  Later,  this  becomes  solid, 
and  then  divided  into  two  halves,  which  gradually  separate  from  one  another 
until  eventually  they  reach  the  position  they  occupy  in  the  adult. 

Amongst  Mammals  the  development  of  this  organ  is  best  known  in  the  Pig. 
Here  the  so-called  middle  lobe  or  isthmus  arises  as  an  outgrowth  of  the 
mucous  membrane  of  the  floor  of  the  mouth  on  the  level  of  the  second 
branchial  arch.  The  lateral  lobes  arise  in  the  region  of  the  third  branchial 
cleft.  The  different  lobes  become  united  later  on  (comp.  also  small  print  at 
end  of  section  on  the  tongue). 


Thymus  Gland. 

The  thymus  gland  arises  on  either  side  from  the  mucous 
membrane  of  the  pharynx,  as  a  proliferation  of  the  epithelium 
of  the  gill-clefts.  It  is  impossible  to  state  with  certainty  whe- 
ther it  was  originally  a  glandular,  that  is,  a  secretory  organ,  or 
whether  it  consists  of  material  that  was  at  one  time  designed 
for  the  formation  of  gill-filaments.  Certain  discoveries  in 
Elasmobranch  embryos  seem  to  point  to  the  latter  view.  In 
them  the  organ  has  a  segmental  arrangement  corresponding  to  the 
number  of  gill-clefts,  and  in  Gymnophiona  indications  of  a 
similar  arrangement  are  to  be  seen. 

According  to  His,  the  thymus  of  Man  does  not  arise  from  the  inner  or 
hypoblastic  epithelium  of  the  pharynx,  that  is,  of  the  visceral  clefts,  but 
from  the  epithelial  (epiblastic)  covering  of  the  fourth,  third,  and  partly  also 


1  According  to  A.  Dolirn  the  hyoid  arch  corresponds  genetically  to  two  arches, 
the  first  giving  rise  to  the  hyornandibular,  and  the  second  to  the  hyoid  arch  proper, 
and  the  thyroid  represents  the  remnant  of  a  lost  gill-cleft  between  the  hyornandibular 
and  hyoid.  Dohrn  supports  thi3  by  the  relations  of  the  thyroid  to  the  vascular 
system  ;  the  thyroid  artery  arises  like  a  true  branchial  vessel  from  the  hyoid  artery. 
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of  the  second  visceral  clefts,  which  extends  inwards  from  the  integument,  as  well 
as  from  the  covering  of  the  corresponding  visceral  swellings.    All  these  parts 


Fig.  185. — Thymus  and  Thyroid  of  A  Young  Stokk. 
T,  trachea  ;  B,  bronchi ;  Oe,  oesophagus  ;  IT,  heart  ;  Tin,  thymus  ;  Tr,  thyroid. 

are  gradually  withdrawn  inwards  and  separated  from  the  surface  at  the 
boundary  between  head  and  neck.1 

1  His  states  that  in  human  embryos  the  gill-clefts  never  become  perforated,  but 
simply  blind  slits  are  formed  from  both  epiblast  and  hypoblast.  The  same  holds 
good  also  for  the  tympano-Eustachian  passage. 

Q  2 
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In  post-embryonic  time  the  organ  always  shows  a  lymphoid 
structure,  and,  on  account  of  its  richness  in  white  blood-corpuscles, 
certainly  has  important  physiological  relations  to  the  organism  as  a 
whole.  This  is  probably  especially  the  case  in  Mammals,  as  it 
here  attains  a  large  development,  extending  in  the  embryo  back- 
wards from  the  region  of  the  larynx  above  the  sternum  as  far  as 
the  diaphragm.  Later  it  undergoes  a  retrogressive  metamorphosis, 
and  finally  becomes  more  or  less  completely  obliterated,  though  it 
persists  for  a  considerable  time  in  Man,  often  for  many  years  after 
birth.  In  all  other  Vertebrates  it  persists  throughout  life,  and  lies 
as  a  lobulated  or  cord-like  organ  in  the  anterior  or  lateral  region 
of  the  neck;  thus  in  bony  Fishes,  for  instance,  it  is  situated 
behind  the  gills  in  the  neighbourhood  of  the  fibrous  band  which 
connects  the  gill-cover  with  the  pectoral  arch,  and  in  Amphibians 
it  lies  behind  and  above  the  articulation  of  the  lower  jaw  (comp. 
also  Fig.  185,  Tm). 


II.  CESOPHAGUS,  STOMACH,  AND  INTESTINE. 

Fishes  and  Amphibia. — While  in  Amphioxus  a  widened 
section  of  the  alimentary  canal  is  probably  to  be  looked  upon  as  a 
sort  of  stomach,  in  Cyclostomi,  Dipnoi,  Chirnserae,  certain 
Teleosteans,  and  many  branchiate  Amphibians,  a  stomach  is 
not  plainly  marked  off  from  the  rest  of  the  gut,  which  usually  has 
a  more  or  less  straight  course.  In  this  case  the  only  externally 
visible  boundary  between  the  stomach  and  intestine  is,  as  already 
mentioned,  the  point  where  the  bile-duct  (ductus  choledochus) 
perforates  the  wall  of  the  latter.  In  other  Fishes,  as,  for  instance, 
in  Squalidse,  all  Ganoidei,  numerous  Teleostei,  as  well  as  in 
the  Derotremata,  Myctodera,  and  An ur a,  the  stomach  appears 
more  or  less  dilated  and  sac-like ;  it  may  also  be  curved  on  itself, 
so  that  one  can  distinguish  between  a  part  running  backwards 
(descending  portion)  (Fig.  186,  if),  and  another  extending  forwards 
(ascending  portion),  the  two  lying  parallel  to  one  another  {PR).  In 
general,  it  becomes  adapted  to  the  form  of  the  body  : — thus  Rays  and 
Anurans  possess  a  far  wider  stomach  than  do  most  other  Fishes  and 
Amphibians  (cp.  Figs.  189  and  190)— and  this  rule  holds  good  also  for 
Reptiles.    The  stomach  of  Teleosteans  varies  considerably  in  form. 

The  oesophagus  is  short,"  and  usually  not  distinctly  marked 
off  from  the  stomach,  though  exceptions  to  this  often  occur,  as, 
for  instance,  in  many  Teleostei,  and  in  Siren  lacertina  amongst 
the  Amphibia  (Fig.  189,  Oe). 

A  longitudinal  fold  extending  into  the  lumen  of  the  intestine, 
the  first  traces  of  which  are  seen  in  Ammocoetes,  is  to  be  looked 
upon  as  a  structure  designed  for  increasing  the  digestive  surface : 
this  is  also  present  in  Elasmobranchs,  Dipnoi,  and  Ganoidei, 
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in  which  it  has  a  spiral  form,  and  is  therefore  called  the  spiral 
valve.  In  the  last-named  Fishes,  it  begins  to  undergo  degeneration 
(Fie  187,  sp.v),  and  is  no  longer  met  with  in  other  Vertebrates. 

The  pyloric  cfflca  (appendices  pyloric®),  which  are  charac- 
teristic of  the  intestine  of  many  Fishes,  belong  to  the  same  physio- 
logical category  as  the  above.  They  are  met  with  in  Ganoids 
and  numerous  Teleosteans,  and  consist  of  longer  or  shorter  finger- 
shaped  processes  of  the  small  intestine,  which  are  situated  posteriorly 


Fig.  186. — Intestinal  Tract  of  a  Shake. 

H,  heart  ;  Pc,  pericardium  cut  through  ;  Sv,  sinus  venosus  ;  L,  L,  the  two  lohes  of  the 
liver,  separated  from  one  another  so  that  the  stomach  (M),  with  its  pyloric  tube 
(PH),  and  the  region  of  the  pylorus  (P)  are  visible  ;  MB,  small  intestine,  in'which 
the  spiral  valve  lies;  ED,  large  intestine;  Gsp,  rectal  gland;  AT,  cloacal 
pockets  ;  Pa,  Pa,  abdominal  pores  j  Pn,  pancreas. 

to  the  pylorus  in  the  region  of  the  bile-duct  (Figs.  187,  c,  and  188, 
Ap).  Their  number  varies  from  1  (Polypterus  and  Ammodytes) 
to  191  (Scomber  scombrus).  The  pyloric  caeca  and  the  spiral  valve 
seem  to  be  developed  in  inverse  proportion  to  one  another,  for, 

1  Amongst  the  Teleostei  a  spiral  valve  is  present  in  Cheiro cent r us,  and  pro- 
bably also  in  B  u  t  i  r  i  n  u  s.    An  intestinal  valve  exists  also  amongst  the  S a  1  m o n i d as . 
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is  the^other6'^611^  °ne  "  develoPed' the  less  important 
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Pig.  187- — Alimentary  Viscera  and  Air-Bladder  of  Lepidosteus,  in  situ. 

(After  Balfour  and  Parker.) 

rt,  anus;  a. b,  air-bladder;  a.b1,  its  aperture  into  the  throat;  b.dx,  aperture  of  bile- 
duct  into  intestine  ;  c,  pyloric  caeca  ;  g.b,  gall-bladder  ;  hp.d,  hepatic  duct ;  lr, 
liver  ;  py,  pyloric  valve  :  s,  spleen  ;  sp.v,  spiral  valve  ;  st,  stomach. 

In  the  narrow-bodied  Gyrnnophiona,  the  intestine  is  only 
slightly  coiled,  while  in  Anura  it  becomes  considerably  folded 
on  itself.  Its  form  in  Salamanders  is  about  mid-way  between 
these  two  extremes. 
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With  the  exception  of  the  Cyclostomi,  Holocephali,  Ganoidei,and 
Teleostei,  in  which  there  is  a  separate  anus,  the  large  intestine  of 
all  other  Fishes,  and  of  Dipnoi  and  Amphibia,  opens  into  a  cloaca, 
common  to  it  and  to  the  urogenital  ducts.  The  large  intestine 
takes  a  straight  course,  and  in  Amphibia,  as  well  as  to  some  extent 
in  certain  Ganoids  and  Teleosteans,  is  plainly  marked  off  from 


MD 


Fig.  188. — Intestinal  Tract  of  Perch. 

Oe,  oesophagus  ;  M,  stomach;  t,  csecal  process  of  latter  ;  P,  P,  short  pyloric  region  ; 
Ap,  pyloric  cseca  (appendices  pyloriese) ;  MD,  small  intestine  ;  ED,  rectum  ; 
A,  anus. 


the  small  intestine :  in  some  cases  it  is  considerably  swollen, 
even  exceeding  the  stomach  in  capacity  (Fig.  190,  B).  An  out- 
growth of  the  ventral  wall  of  the  cloaca  in  Amphibia  gives 
rise  to  the  urinary  bladder,  and  represents  the  rudiment  of 
the  allantois. 

Reptiles. — Corresponding  with  the  more  definitely  differen- 
tiated neck,  we  find  that  Reptiles  have  a  longer  oesophagus  than 
the  animals  as  yet  considered,  and  this  is  always  plainly  marked 
off  from  the  much  wider  stomach,  which  is  usually  sac-like,  or 
bent  upon  itself,  when  it  lies  transversely  (Chelonians).1  The 
stomach  of  Crocodiles  is  more  specialised  than  that  of  other 
Reptiles,  and  approaches  that  of  Birds  in  structure. 

Snakes,  Snake-like  Lizards,  and  Amphisbaenians  pos- 
sess a  narrow,  spindle-shaped  stomach  which  lies  in  the  long  axis 
of  the  body ;  in  correspondence  with  the  large  size  of  the  masses  of 

1  The  oesophagus  of  marine  Chelonians,  like  that  of  many  Birds,  is  lined  by 
horny  papillae. 
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food  which  are  swallowed  whole,  it  is,  capable  of  great  distension 
In  these  forms  the  intestine  is  only  slightly  coiled ;  in  Lizards  the 


-EJ) 


Fiu.  189.  Fig.  190. 

Fig.  189.— Intestinal  Tract  of  Siren  laccrtina. 
Oc,  oesophagus,  marked  off  from  the  stomach  (31)  by  a  constriction,  t ;  P,  pyloric 
region  ;  MD,  small  intestine  ;  ED,  large  intestine. 

Fig.  190. — Intestinal  Tract  of  Bana  esculenta. 
Oe,  oesophagus  ;  31,  stomach ;  Py,  pyloric  region  ;  Du,  duodenum  ;  D,  ileum  :  t, 
boundary  between  the  latter  and  the  large  intestine  (P) ;  A,  opening  of  the 
rectum  into  the  cloaca  (CI) ;  Eb,  urinary  bladder  ;  Mz,  spleen. 

coils  are  more  marked,  and  in  the  other  forms,  with  broad  bodies, 
the  folding  is  carried  still  further. 
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The  large  intestine  has  a  straight  course,  is  of ten  consider- 
ably swollen,  and  opens  into  a  cloaca.  An  account  of  the  aJ  Ian- 
Jo  is  of  the  Amniota  will  be  found  in  a  subsequent  chapter 

{V'  From  the  Reptilia  onwards  a  process  (generally  asymmetrical) 
of  the  anterior  portion  of  the  large  intestine  is  usually  formed, 
oivino-  rise  to  a  caecum  or  blind -gut. 

The  function  of  the  bursa)  anales  of  Chelonia,  which  consist  of  paired 
c£ecal  outgrowths  of  the  cloacal  wall,  is  not  understood. 

Birds.— In  correspondence  with  the  kind  of  nutriment,  the 
mode  of  life,  and  the  absence  of  teeth,  a  division  of  labour  occurs 
in  the  stomach  of  Birds,  which,  instead  of  remaining  simple, 
o-enerally  becomes  divided  into  two  portions,  an  anterior  and  a 


MD 
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Fig.  191. — Diagram  of  the  (Esophagus  and  Stomach  of  a  Bird. 

Oe,  Oe1,  oesophagus ;  Ig,  crop  ;  DM,  glandular  stomach  ;  MM,  muscular  stomach  ; 

MD,  duodenum. 


posterior.  The  former  (Fig.  191,  DM),  which,  on  account  of  its 
richness  in  glands,  is  called  the  glandular  stomach  (proventri- 
culus),  alone  takes  part  in  dissolving  the  food;  while  the  latter 
(Fig.  191,  MM),  which  is  lined  by  a  horny  layer  consisting  of  a 
hardened  glandular  secretion,  has  simply  a  mechanical  function,  in 
correlation  with  which  a  very  thick  muscular  wall  provided  with 
two  tendinous  disks  is  developed. 

The  latter  portion  is  for  this  reason  spoken  of  as  the  muscular 
stomach,  or  gizzard,  and  the  degree  of  its  development  stands 
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in  direct  proportion  to  the  consistency  of  the  food.  In  gramini- 
vorous Birds  we  find  the  strongest  muscular  layer  and  the  thickest 
horny  lining,  while  in  the  series  of  insectivorous  Birds,  up  to  the 
Birds  of  prey,  this  condition  becomes  gradually  less  marked,  and 
the  division  of  labour  is  less  noticeable.  Thus  in  the  series  of 
existing  Birds  we  can  see  the  line  along  which  the  differentiation 
of  the  organ  has  taken  place  phylogenetically. 

Finally  the  dilatation  of  the  gullet  of  Birds,  which  is  known 
as  the  crop  (ingluvies),  must  be  mentioned  (Fig.  191,  Ig).  A 
false  crop  serving  only  as  a  food  reservoir,  and  entirely  wanting 
in  glands,  and  a  true  crop,  rich  in  glands,  which  have  a  chemical 
function,  can  be  distinguished.  The  former  is  seen,  e.g.,  in  many 
Ducks,  in  the  Cassowary,  Haliaeus,  and  Otis,  and  the  latter  in 
Ra  sores,  Columbidse,  and  others.  The  small  intestine  is 
usually  of  a  considerable  length,  and  becomes  folded  on  itself  to 
a  greater  or  less  degree  ;  it  varies,  however,  both  in  form,  length, 
and  diameter.  At  about  the  middle  of  its  extent  there  is  a  small 
caecum-like  structure,  the  remains  of  the  vitello-intestinal  duct, 
or  diverticulum  caacum. 

The  straight  large  intestine  opens  into  a  cloaca,  and  varies 
as  to  its  relative  diameter.  The  caecum  is  usually  paired,  and 
may  reach  an  enormous  length  (Lamellirostres,  Rasores, 
Ratitae).  All  kinds  of  intermediate  stages  between  this  and  an 
entire  absence  of  a  caecum  are  to  be  met  with. 

In  those  cases  where  the  caecum  is  largely  developed,  it  has 
an  important  relation  to  digestion,  as  an  increase  of  surface  of  the 
mucous  membrane  is  thus  effected ;  this  increase  may  even  be 
carried  further  by  each  caecum  being  provided  with  a  spiral  fold 
consisting  of  numerous  turns,  as  in  the  Ostrich. 

The  so-called  bursa  Fabricii  is  a  structure  peculiar  to  Birds. 
It  arises  as  a  small  solid  epithelial  structure,  which  later  becomes 
excavated  to  form  a  vesicle,  and  lies  freely  in  the  pelvic  cavity 
between  the  vertebral  column  and  the  posterior  portion  of  the 
intestine ;  it  extends  to  the  outer  section  of  the  cloaca,  into 
which  it  opens,  posteriorly  to  the  urinogenital  ducts.  It  is 
probably  present  in  all  Birds,  but  becomes  atrophied  more  or 
less  completely  in  the  adult;  its  physiological  function  is  quite 
unknown. 

Mammals. — The  oesophagus,  like  that  of  Birds,  is  sharply 
marked  off  from  the  stomach,  and  is  differentiated  at  its  proximal 
end  to  form  a  pharynx,  which  is  regulated  by  strong  muscles. 

Under  the  influence  of  the  food  the  stomach  here  undergoes 
much  more  numerous  modifications  than  are  met  with  in  any  other 
Vertebrate  class.  As  a  rule  it  takes  a  more  or  less  transverse 
position  and  has  a  sac-like  form,  the  portion  into  which  the  oeso- 
phagus opens  being  called  the  cardiac,  and  the  part  between 
this  and  the  duodenum  the  pyloric  portion. 
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Fig.  192.— Different  Forms  of  Mammalian  Stomachs. 

A'  1l;B'  Mw  dcmmanus  C,  Mus  musculus.  D,  Weasel.  E,  diagram  of  the 
„™n"t  stomach,  the  arrow  showing  the  direction  which  the  food  takes ;  R,  li, 
nSf1™11™/*  0  psalterium;  A,  abomasum.  F,  human  stomach 
mIch  o?ca^PT  pt0Sh°W  t]1  mUSClr>  a'  h'  C'  0n  the  ™side.  G,  sto- 
H  atom nJh  nf  tp  ^  '  7™,™  retlcuIum  \  ^  abomasum  ;  WZ,  water  cells. 
iff^1*"  ^ lesser  ^rvature  ;  Cma,  greater  curvature. 

+  tw  S  °iBraJyPus  tridactylus  ;  ft,  the  portion  corresponding  to  the  rumen  • 
iraSced  to  ?^dlDg  t0  |he  retic"lum  0f  *e  Ruminant's  stomach  ;  the  former  is 
«nll  p  ?  °KCal  process  at  MB  :  **>  P°uohea  of  the  duodenum.  0C~ 
oesophagus  ;  P,  pylorus  ;       cardiac  sac  ;  Sp,  pyloric  sac  ;  Ca,  cardia. 

(Fig.  G  after  Gegenbaur.) 
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Herbivorous  Mammals,  as  a  rule,  possess  a  larger  and  more 
complicated  stomach  than  do  Carnivorous  Mammals  (comp  Fig 
192,  A  to  G),1and  it  may  become  divided  into  two  or  more  chambers. 
Thus  in  Euminants  (Fig.  192,  E)  there  are  four  chambers,  which 
are  called  respectively,  rumen  (paunch),  reticulum,'  psal- 
terium,2  and  a  bom  a  sum.  The  two  first  simply  serve  as  storage 
cavities,  the  food  returning  from  them  into  the  mouth,  once  more 
to  undergo  mastication.  It  then  passes  into  the  psalterium,  and 
finally  into  the  abomasum,  the  latter  alone  being  provided  with 
rennet  (gastric)  glands,  and  serving  as  the  true  digestive  stomach 
(The  dotted  arrow  in  Fig.  192,  E,  shows  the  course  which  the  food 
takes.) 

The  small  intestine  is  usually  long,  and  varies  more  as  to  length 
and  diameter  in  domesticated  than  in  wild  forms.  Commonly,  as 
in  the  human  subject,  the  relative  length  of  the  small  intestine 
is  less  in  the  foetus  than  in  the  adult. 

The  large  intestine,  which  is  made  up  of  a  varying  number  of 
coils,  usually  reaches  a  great  length  in  Mammals,  and  its  diameter 
is  much  greater  than  that  of  the  small  intestine  :  these  two  por- 
tions are  thus  sharply  marked  off  from  one  another,  and  the 
distinction  between  them  is  rendered  still  more  marked  by  the 
sacculations  of  the  anterior  part  of  the  large  intestine.  Only  the 
posterior  portion  of  the  latter,  or  rectum,  which  passes  into 
the  pelvic  cavity,  corresponds  to  the  large  intestine  of  lower 
Vertebrates ;  the  remaining  and  far  larger  part,  must  be  looked 
upon  as  a  neomorph,  and  is  called  the  colon.  In  this,  further 
subdivisions  may  often  be  distinguished,  e.g.  in  Man. 

The  c  33  cum,  which  is  almost  always  present,  undergoes  the 
most  various  modifications  both  as  to  form  and  size,  according 
to  the  kind  of  nutriment.  Thus  in  Carnivora,  Odontoceti, 
Insectivora,  and  Cheiroptera,  it  is  very  small  or  even  entirely 
wanting,  while  in  Herbivora,  it  may  exceed  the  whole  body  in 
length.  An  inverse  development  in  size  is  usually  noticeable 
between  it  and  the  rest  of  the  large  intestine.  In  many  cases 
(many  Monkeys,  Rodents,  and  Man)  an  arrest  of  a  portion  of 
the  caecum  takes  place  in  the  course  of  individual  development 
(Fio-.  172,  Pv),  giving  rise  to  a  processus  vermiformis.  In 
Lepus,  the  enormous  caecum  is  provided  with  a  spiral  valve,  and 
in  Hyrax,  besides  a  large  sacculated  csecum  at  the  junction  of  the 
small  and  large  intestines,  there  is  a  pair  of  large  simple  conical 
caeca  further  back. 

Monotremes  only  amongst  Mammals  possess  a  proper  cloaca, 


i  InCetacea  and  Bradypus  (Fig.  192,  I)  however,  the  stomach  is  divided  into 
several  chambers,  and  in  some  Kodents  and  the  Horse  a  distinct  cardiac  and  a  pyloric 
divisTon  can  be  recognised:  some  Marsupials  {e.g.  Halmaturus)  also  possess  a  com- 
plicated stomach.  In  Ungulates  numerous  forms  between  a  simple  and  an  exceedingly 

e°^^^^^S^  differentiated,  both  phylo- and  ontogenetically. 
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though  in  Marsupials  and  some  Rodents,  the  anal  and  urmogenital 
apertures  are  surrounded  by  a  common  sphincter  In  a  1  the 
others  a  complete  separation  between  these  apertures  takes  place. 


HISTOLOGY  OF  THE  MUCOUS  MEMBRANE  OF  THE  ALIMENTARY 

CANAL. 

With  the  exception  of  the  epithelium  of  the  mouth  and  anus, 
which  is  usually  stratified,  that  of  the  alimentary  canal  of  Ver- 
tebrates consists  primitively,  that  is,  phylogenetically,  ot 
ciliated  cylindrical  cells.  In  some  cases  this  is  also  true 
ontogenetically,  and  in  Amphioxus  and  Petromyzon  (Ammo- 
ccetes)'1  the  ciliated  epithelium  persists  throughout  life. 

In 'all  other  Vertebrates,  especially  in  the  higher  forms,  cilia 
are  only  seen  exceptionally  after  the  embryonic  period,  so  that, 
as  a  rule,  only  ordinary  cylindrical  epithelium  is  present. 

A  striated  margin  is  observable  along  the  free  border  of  the 
epithelial  cells  turned  towards  the  lumen  of  the  canal ;  this  is  pro- 
bablv  to  be  looked  upon  as  the  expression  of  the  earlier  ciliated 
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Fig.  193.  —  Diagram  of  the  Structure  of  a  Ccelenteeate. 

AK,  ectoderm  ;  IK,  endoderin  ;  NN,  cells  of  the  endodcrm  which  have  thrown  out 
amoeboid  processes  and  ingested  food-particles  ;  UB,  primary  alimentary  cavity 
(archenteron),  containing  food-particles  (iV)  ;  Urn,  the  primary  mouth  (blasto- 
pore). 


covering,  and  in  the  lower  Vertebrates  it  is  capable  of  an  active 
amoeboid  movement  (Fig.  194,  B).  In  this  active  participation  of 
the  cells  in  the  process  of  absorption,  we  recognise  an  old  inherit- 
ance from  Invertebrates  :  in  this  connection  the  reader  is  referred 
to  Fig.  193,  which  represents  diagrammatically  the  structure  of 
a  Ccelenterate,  in  which  the  endoderm-cells  lining  the  primitive 
alimentary  cavity,  or  archenteron  (UD),  are  directly  concerned 
with  the  taking  in  of  nutritive  particles  by  means  of  pseudopodia 
(N)  [intracellular  digestion].    These  endoderm-cells  may  be  com- 

1  It  persists  throughout  the  gut  in  Ammocoetes,  and  only  in  certain  parts  in 
Petromyzon. 
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pared  with  the  epithelial  cells,  &&,.oi  the  intestine  of  a  lower 
Vertebrate,  in  Fig.  194,  A,  where  they  are  shown  putting  out 


A 


Fig.  194. — A,  Semidiagrammatic  Transverse  Section  of  a  Portion  of  the 
Wall  of  the  Intestine.  (Combined  from  the  condition  seen  in  both  lower 
and  higher  Vertebrates. ) 

The  connective-tissue  layer  and  epithelium  are  designedly  drawn  much  too  large 
as  compared  with  the  outer  coats.  To  the  left  of  the  figure  would  be  the 
body-cavity  ;  to  the  right,  the  alimentary  cavity. 

P,  peritoneal  investment  of  the  gut ;  M,  longitudinal  muscular  layer ;  M1,  circular 
muscular  layer  ;  Z,  connective-tissue  layer ;  S,  mucous  membrane,  which  is 
raised  to  form  villi  at  Zo  ;  G,  G,  vessels,  the  larger  trunks  running  between  the 
peritoneum  and  the  muscular  layer  :  the  finer  vessels  branch  out  into  the  inter- 
mediate layer  ;  these  surround  the  masses  of  lymph-cells,  LL,  as  well  as  the 
glands,  and  send  fine  loops  into  the  villi  (at  G1) ;  DD,  apertures  of  the  glands  ; 
E,  E,  epithelial  cells  of  the  mucous  membrane,  with  their  striated  border,  from 
which  at  EL  amoeboid  processes  are  extruded :  in  Fig.  B,  a,  b,  these  cells  are 
drawn  to  a  much  larger  scale  (Sa,  striated  border)  ;  Ly,  scattered  lymph-cells 
in  the  intermediate  layer  ;  L1,  L3,  lymph-cells  in  the  act  of  passing  through 
the  mucous  membrane  ;  at  L2,  several  have  already  passed  into  the  alimentary 
cavity,  and  are  beginning  to  ingest  the  contained  nutritive  particles  by  means 
of  their  amoeboid  processes  ;  LL,  masses  of  lymph-cells  (solitary  follicles)  ; 
Lym,  lymph-vessels  in  the  villi. 


amoeboid  processes,  and  in  Fig.  194,  B,  where  the  cells  a,  h,  are 
shown  drawn  to  a  larger  scale.    Besides  these  absorptive  epithelial 
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cells  other  cells  take  part  in  the  active  ingestion  of  food,  and  this 
again  is  most  marked  in  the  lower  Vertebrates  more  especially  in 
Fishes  and  Dipnoans.  These  are  the  lymph-cells  (leucocytes, 
which  on  this  account  have  received  the  suitable  name  of  phago- 
cytes), which  are  present  in  great  numbers  in  the  connective-tissue 
of  the  mucous  membrane  (Fig.  194,  A,  Ly),  often  united  into 
definite  masses  (L).  These  cells,  which  are  capable  of  the  most 
complete  amoeboid  movements,  become  migratory,  force  their  way 
through  the  epithelium  of  the  gut  (Fig.  194,  A,  L\  L%  and  come 
into  contact  with  the  food  in  the  lumen  of  the  intestine  (L\  A/A). 
Others  of  these  phagocytes  again,  seem  to  take  up  the  nutritious 
particles  onlyafter  the  latter  have  penetrated  through  the  epithelium 
into  the  connective-tissue  layer.  Here  they  become  incorporated 
by  the  lymph-trunks  (Lym),  and  finally,  through  metabolism,  by 
the  whole  organism. 

The  phagocytes  possess  the  further  peculiarity  of  taking  up  noxious 
substances  or  portions  of  tissues  which  have  undergone  retrogressive  meta- 
morphosis, wherever  they  may  occur  in  the  body,  thus  rendering  them 
innocuous.  They  thus  exercise  a  kind  of  superintendence  over  the  body, 
acting  as  a  sort  of  police  force.  This  function  is  seen  most  plainly  in  the 
migration  of  leucocytes  from  the  tonsils  into  the  mouth  and  pharynx,  and 
from  the  epithelium  of  the  conjunctiva  into  the  conjunctival  sac.  It  is  not 
improbable  that  this  process  of  ingestion  by  the  leucocytes  takes  place  at  every 
point  where  the  mucous  membrane  becomes  continuous  with  the  outer  skin 
(e.g.  nose,  urethra,  anus). 

Thus  we  arrive  at  the  result  that,  in  the  lower  Vertebrates, — 
and,  with  certain  limitations,  in  the  higher  types  also,- — active  or 
mechanical  processes  take  place  in  digestion.  These  appear 
to  be  of  great  importance  in  most  of  the  Anamnia;  thus  in 
all  Fishes  and  Dipnoi,  for  instance,  glands,  provided  with 
specially  differentiated  epithelial  cells,  are  not  present,  or  at  any 
rate  only  the  first  traces  of  them  can  be  recognised.  With  the 
exception  of  the  liver,  Amphioxus,  Cyclostomi,  and 
Dipnoi  possess  no  trace  of  glands,  and  even  in  Amphibia, 
a  marked  differentiation  does  not  seem  to  occur.  It  cannot  be 
affirmed  that  no  chemical  processes  take  place  in  the  process  of 
digestion  in  these  animals,  for  every  individual  epithelial  cell  of 
the  gut  may  be  looked  upon  as  a  small  gland  ;  but,  at  all  events, 
the  chemical  processes  in  the  higher  types  from  the  Reptilia 
onwards,  become  of  far  greater  importance  than  the  merely  mech- 
anical absorptive  processes,  owing  to  the  development  of  highly 
differentiated  glandular  organs  (peptic  glands  and  glands  of 
Lieberklihn). 

In  conclusion,  attention  must  be  directed  to  the  formation  of 
folds  of  the  mucous  membrane.  In  Cyclostomes  these  have  only 
a  longitudinal  direction  (Fig.  195,  A),  while,  from  Elasmobranchs 
onward  s,_  they  take  on  a  transverse  arrangement,  and  thus  crypts 
arise  which  possess  a  sac-like  form,  often  passing  deeply  into  the 
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wall  of  the  gut  (B  to  E).  By  a  further  development  these  crypts 
become  more  tube-like  and  elongated,  and  give  rise  to  the  above- 
mentioned  gastric  and  intestinal  glands  (peptic  glands  and  elands 
of  Lieberkiihn).  ° 


D 


E  I 
•I  J 
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Fig.  195. — Semidiagrammatic  Figures  of  the  Mucous  Membrane  of  the 
Intestine  of  Fishes,  showing  Intermediate  Forms  between  Longitudinal 
Folds  and  Bound  Crypts. 

A,  Petromyzon,  showing  the  distinct  spiral  fold  ;  B,  an  Elasmobranch  ;  C  to  E, 

various  Teleosteans. 


The  finger-like  outgrowths  of  the  mucosa  (villi  intestinales) 
(Fig.  194,  A,  Zo,  Zd)  are  to  be  looked  at  from  the  same  physio- 
logical point  of  view,  that  is,  they  have  to  do  with  increasing  the 
absorptive  surface.  They  may  be  derived  through  numerous 
intermediate  forms  from  ordinary  folds,  and  appear  as  distinct 
papillae  from  the  Sauropsida  onwards,  reaching  their  greatest 
development  in  Mammals. 


Appendages  of  the  Alimentaky  Canal. 
Liver. 

The  liver,  the  form  of  which  is  always  closely  adapted  to  that 
of  the  body,  underlies  to  a  greater  or  less  extent  the  ventral 
side  of  the  intestinal  tract,  and  is  present  in  every  Vertebrate 
(Amphioxus  ?).  It  is  united  to  the  body-wall  by  a  fold  of  the 
peritoneum,  and  varies  considerably  in  the  number  of  its  lobes. 
"We  may  nevertheless  fix  upon  a  ground-form  consisting 
of  two  lobes  (Myxinoids)  as  the  precedessor  of  the  organ  in  all 
Vertebrates.  It  always  arises  from  the  commencement  of  the  small 
intestine,  and  develops  into  a  large  vascular  and  glandular  organ, 
(Fio-s.  196  to  198)  which  gives  rise  to  bile,  and  remains  m  com- 


Fig.  196.— Liver  of  Bana  csculenta.    (From  the  ventral  side.) 
L,  L\  L-,  the  different  lobes  of  the  liver  ;  M,  stomach  ;  Bu,  duodenum  ;  77,  heart. 


Fig.  197. — Pancreas  and  Liver  of  Frog,  to  show  the  Arrangement  of  their 

Ducts. 

L,  D  to  L3,  the  lobes  of  the  liver  turned  forwards  ;  G,  gall-bladder ;  Bey,  cystic  ducts, 
which,  together  with  the  hepatic  ducts  (Dh),  form  a  network  from  which  thr 
collecting  ducts  arise,  and  these  unite  to  form  the  common  bile-duct  (Be) :  the 
latter  passes  through  the  substance  of  the  pancreas  (P),  receiving  further  hepatic 
ducts  (Bh1),  and  the  pancreatic  ducts  (P1)  ;  at  Be1  it  becomes  free  from  the 
pancreas,  and  passes  back  to  open  into  the  duodenum  (Bu)  at  Be"-  ;  Lhv, 
duodeno-hepatic  omentum  ;  M,  stomach  ;  Py,  pylorus. 
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munication  with  the  intestine  hy  means  of  one  or  more  ducts 
(ductus  choledochus) 1  (Fig.  197,  Be). 

A  gall-bladder  (vesica  f  ellea)  mayor  may  not  be  present,  and 
in  the  former  case  it  is  connected  with  the  system  of  hepatic 
ducts  by  means  of  a  cystic  duct  (comp.  Fig.  197,  G,  Bey,  Bh) 

Qe 


Fig.  198. — Viscera  of  Lacerta  agilis,  in  situ. 

Oe,  oesophagus  ;  M,  stomach  ;  MB,  small  intestine  ;  EB,  large  intestine  ;  L,  liver  ; 
GB,  gall-bladder  ;  Pn,  pancreas  ;  Bl,  urinary  bladder  ;  Lg,  Lg1,  the  two  lungs, 
with  their  network  of  vessels  ;  H,  heart ;  Ci,  postcaval ;  Tr,  trachea. 

The  liver  of  theAnamnia  (e.g.  Ganoids  and  Perennibranchi- 
ates)  is,  as  a  rule,  relatively  larger  than  that  of  the  Amniota. 
Carnivorous  (fat-eating)  animals  generally  possess  a  larger  liver 
than  Herbivores. 

1  The  single-lobed  liver  of  the  Lamprey  undergoes  a  histological  retrogression 
(fatty  metamorphosis)  after  transformation.  The  tubuli  disappear,  and  the  cells 
become  filled  with  fat,  and  the  gall-bladder  and  bile-duct  become  atrophied. 


PANCREAS. 
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In  Mammals  the  liver  may  always  be  derived  from  a  ground- 
form  consisting  of  two  lobes,  but  in  most  cases  it  becomes  further 
subdivided,  so  that  in  some  cases  there  may  be  as  many  as  six  or 
seven  lobes  (e.g.  Dog,  Weasel).  The  right  primary  lobe  is  always 
the  longest,  and  in  it  the  gall-bladder,  when  present,  lies  partially 
embedded. 


Pancreas. 

As  already  mentioned,  this  organ  also  arises  from  the  proximal 
portion  of  the  small  intestine,  and  comes  into  close  relation  with 
the  liver.  Its  point  of  origin  from  the  intestine  corresponds  to  the 
aperture  of  the  pancreatic  duct,  which  penetrates  the  entire 
organ. 

With  the  exception  of  certain  Fishes  {e.g.  Cyclostomi  and 
many  Teleostei)  and  Perennibranchiates  (Siren  and  Proteus),  a 
pancreas  is  always  present  in  Vertebrates.  Varying  much  in  form 
and  size,  it  early  gives  rise  to  a  band-shaped  or  more  or  less 
tabulated  organ,  usually  lying  in  the  fold  of  the  duodenum.  Its 
duct  frequently  becomes  united  with  that  of  the  liver  (Fig.  197,  i51, 
Dcl,  Dc2),  or  there  may  be  several  independent  ducts  opening  into 
the  intestine  (e.g.  Birds,  Crocodilia,  Emydae,  and  some  Mammalia). 
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G.    ORGANS    OF  RESPIRATION. 


The  respiratory  organs  are  closely  connected  with  the  ali- 
mentary canal,  both  in  position  and  development,  and  are  ot 
two  kinds,  gills  and  lungs.  The  former,  as  the  phylogenetically 
older  organs,  are  adapted  for  aquatic  respiration,  and  are  con- 
nected with  the  pharynx  in  the  region  of  the  visceral  or  branchial 
arches :  the  latter  always  arise  as  sac-like  outgrowths  of  the  primi- 
tive oesophagus,  which  grow  backwards  so  as  to  lie  within  the 

body-cavity.  .  .  ' 

Both  gills  and  lungs  may  be  developed  m  the  same  individual, 
but  with  few  exceptions  (Dipnoi,  and  possibly  Siren  amongst 
the  Perennibranchiata)  they  are  not  functional  at  the  same  time.1 
Which  of  these  are  to  serve  as  respiratory  organs  depends  upon 
the  condition  of  the  circulation,  for  respiration  can  only  take  place 
where  venous  trunks, — the  blood  in  which  is  laden  with  car- 
bonic acid— come  into  close  relation  with  the  surrounding 
medium;  the  carbonic  acid  is  then  given  off,  oxygen  being 
taken  up  in  its  place.  The  venous  blood  is  thus  converted  into 
arterial  blood,  which  is  again  distributed  over  the  body. 

As  long  as  these  conditions  for  the  oxidation  of  the  blood  are 
not  fulfilled,  we  cannot  speak  of  a  respiratory  organ.  Thus  the 
air-bladder  of  Fishes,  which  arises  in  a  very  similar  manner  to  a 
lung,  that  is,  as  an  outgrowth  of  the  fore-part  of  the  alimentary 
tract,  has  in  no  period  of  life  the  arrangement  of  the  blood-vessels 
described  above:  it  receives  arterial  blood  only,  from  the  aorta, 
and  venous  blood  passes  from  it;  it  is  therefore  morpho- 
logically, but  not  physiologically,  a  lung. 


I.  GILLS. 

The  gills  arise  as  a  series  of  laterally-arranged  outgrowths  of 
the  throat  lying  one  behind  the  other,  and,  in  the  course  of  their 
development,  they  become  open  to  the  exterior.  A  passage  is  thus 
formed  for  the  water  entering  by  the  mouth,  and  in  order  that 

1  Comp.  air-bladder  of  Lepidosteus,  p.  257. 
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there  may  be  every  means  for  its  contained  oxygen  to  become 
absorbed,  leaf-like  or  thread-like  vascular  processes  or  gills 
become  developed  in  the  region  of  ea'ch  gill-cleft.  These  are 
internal  or  external  according  to  their  position1 

While  Fishes  possess  gills  throughout  life,  this  is  only  the 
case  in  a  small  section  of  the  Amphibia,  viz.  in  the  Perenni- 
branchiata;  all  the  others  simply  pass  through  a  gilled  stao-e 
and  later  come  to  breathe  by  means  of  lungs,  so  that  the  stud/of 
this  one  group  of  animals  furnishes  us  with  an  excellent  representa- 
tion of  the  course  of  phylogenetic  development  through  which  all 
the  higher  Vertebrates  must  have  passed. 

The  best  proof  of  this,  as  well  as  of  the  important  meaning  of 
the  branchial  apparatus  of  animals  in  general,  lies  in  the  appear- 
ance of  gill-clefts  and  gill-arches  throughout  the  entire  series 
of  the  Amniota  up  to  Man,  that  is,  in  forms  in  which  they  no 
longer  possess  a  respiratory  function.  They  are  thus  repeated 
ontogenetically,  but  have  undergone  a  change  of  function, 
coming  into  relation  with  the  auditory  organ  and  tongue,  as 
already  described  in  connection  with  the  skull  and  auditory  organ 
(see  pp.  78,  80,  84,  and  198).  & 

Amphioxus.— The  numerous  (80,  100,  or  more)  gill-clefts  of 
Amphioxus,  which  are  supported  by  elastic  rods,  extend  back- 
wards nearly  to  the  middle  of  the  body.  At  first  they  open  freely 
to  the  exterior,  but  in  a  later  period  of  development  they  become 
covered  by  two  lateral  folds  of  the  skin. 

The  water  passing  through  the  gill-slits  is  conducted  backwards 
by  means  of  the  peribranchial  chamber  thus  formed,  and  passes 
out  through  an  aperture,  the  atrial  pore,  which  lies  somewhat 
behind  the  middle  of  the  body  (Fig.  199,  c). 

This  extension  of  the  branchial  apparatus  over  such  a  large 
section  of  the  body,  which  points  back  to  a  very  primitive  condition, 
becomes  considerably  limited  even  in  the  Cyclostomi. 

Cyclostomi. — In  Ammoccetes  the  oesophagus  is  continued 
directly  backwards  from  the  branchial  cavity  (Fig.  200,  A),  and  at 
the  entrance  of  the  latter  there  is  a  muscular  fold  covered  by  the 
mucous  membrane,  the  velum  (Fig.  201,  V). 

The  seven2  gill-sacs  provided  with  leaf-like  folds  of  mucous 
membrane  which  are  present  in  Ammoccetes,  persist  in  Petro- 
myzon;  but,  with  the  formation  of  a  suctorial  mouth,  the  portion 
of  the  oesophagus  into  which  they  open  (respiratory  tube)  be- 
comes closed  posteriorly,  and  the  oesophagus  apparently  grows 

1  External  gills  persist  after  hatching  as  functional  respiratory  organs  only  in 
Protopterus  and  the  Amphibia,  and  even  in  the  latter  they  are  often  soon  replaced 
by  internal  branchiae  (comp.  pp.  250  and  251). 

2  In  Ammoccetes  there  are  primitively  eight  gill-clefts  ;  but  the  first  pair,  which 
give  rise  in  most  Elasmobranchs  and  many  Ganoids  to  the  spiracle,  and  in  Amniota 
to  the  tympano-Eustachian  passage,  does  not  perforate  the  skin. 
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forwards  above  the  latter,  and  joins  the  mouth- cavity  *  the  velum 
The  anterior  part  of  the  oesophagus  of  the  adult  is  thu a ,  nco 
morph-  it  is  at  first  solid,  but  becomes  hollowed  secondarily. 


Fio.  199. — Amjihioxvs  lanceolalus,  x  2J.    (From  Geg'enbaur,  after  Quatrefages.) 

a,  aperture  of  month,  surrounded  by  cirrhi  ;  b,  anus  ;  c,  atrial  pore  ;  d,  branchial  sac  ; 
e,  stomach -like  section  of  the  intestine  ;  /,  cajcal  process  (?  liver)  ;  g,  intestine  ; 
h,  general  body-cavity  ;  i,  notochord,  and  under  it  the  aorta  ;  k,  aortic 
arches  ;  I,  aortic  heart ;  m,  swellings  on  the  branchial  arteries  ;  n,  contractile 
postcaval  vein  ;  o,  contractile  portal  vein. 

Thus  two  canals  pass  backwards  from  the  mouth,  a  ventral 
branchial  or  respiratory  tube,  and  a  dorsal  oesophagus 
(Fig.  200,  B). 
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In  Petromyzon  the  individual  branchial  sacs  open  freely  to  the 
exterior;  but  m  Myxme  this  original  condition  becomes  modified 


Fig.  200.  — Diagram  of  a  Longitudinal  Section  through  the  Head  of 
Ammoccalcs  (A)  and  Petromyzon  (B). 


Fig.  201. — Longitudinal  Section  through  the  Head  of  AmmocwLcs. 

V,  velum  ;  P,  papilla  of  mucous  membrane  ;  K,  K,  K,  three  anterior  gills  ;  Th,  thyroid 
gland  (hypobranchial  furrow)  ;  N,  nasal  sac  ;  *,  communication  between  the 
ventricle  of  the  olfactory  lobe  and  that  of  the  prosencephalon  ;  Up,  epiphysis  ; 
Jnf,  infundibulum  ;  HH,  metencephalon  ;  ML,  medulla  oblongata  ;  b,  c, 
ventricles  of  the  mid-  and  hind-brain  ;  o,  subdural  cavity  ;  Ch,  notochord  ; 
R,  spinal  cord. 

by  the  external  gill-passages  growing  out  into  long  tubes,  which 
unite  to  form  a  common  duct  on  either  side;  this  opens  far  behind 
the  branchial  apparatus  on  the  ventral  side  of  the  body. 

Fishes. — From  the  Elasmobranchii  onwards  the  gills  come 
into  close  relation  with  the  skeletal  part  of  the  visceral  arches,  and 
in  these  Fishes  they  consist  of  closely-approximated  transverse 
lamime  (Fig.  202),  which  are  firmly  attached  to  both  sides  of  the 
septa  which  separate  the  individual  gill-sacs  from  one  another,  so 
that  each  septum  bears  gill-laminae  on  both  its  anterior  and  pos- 
terior surface.  The  gill-sacs,  of  which  there  are  usually  five  (six 
or  seven  in  Notidanus),  usually  open  separately  to  the  exterior. 
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In  the  Holocephali,  however,  an  opercular  membrane  is  present, 
and  traces  of  a  similar  structure  are  seen  in  Chlamydoselache. 

My 


KM 


Fig.  202.— Horizontal  Section  through  the  Ventral  Side  of  the  Head  of 
a  Selachian.  (Semidiagrammatic. )    The  floor  of  the  mouth  is  exposed. 

KM,  muscles  of  jaw ;  Z,  tongue  ;  Ey,  hyoid  arch  cut  through,  behind  which  are 
seen  the  five  branchial  arches,  also  cut  through  ;  BM,  mucous  membrane  of  the 
mouth  ;  Oe,  oesophagus  ;  S,  S,  pectoral  arch,  cut  through  ;  LE,  body-cavity  ;  KB, 
body-walls  ;  the  arrows  indicate  the  external  apertures  of  the  five  branchial  sacs. 

Zp  Zp' 


Fig.  203. — Horizontal  Section  through  the  Ventral  Side  of  the  Head  of 

Siluris  qlanis.    (Semidiagrammatic. ) 
T ,  T,  tentacles  ;  Zp,  Zp1,  teeth  of  the  lower  jaw  ;  BM,  mucous  membrane  of  the 

floor  of  the  mouth  ;  Oe,  oesophagus  ;  KM,  muscles  of  jaw  ;  KB,  gill-cover,  behind 

which  (at  the  arrow)  the  common  branchial  cavity  opens. 


Tn  Ganoids  and  Teleosteans  there  are  no  longer  chambered  gill- 
sacs.    The  septa  on  which  the  gill-laminse  are  borne  become  greatly 
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reduced,  so  that  the  apices  of  the  latter  extend  freely  outwards  ;  the 
whole  branchial  region  is  moreover  covered  over  by  the  operculum 
and  branchiostegal  _  membrane  (comp.  "pp.  66  and  69),  and  thus 
the  gill-slits  open  into  a  common  branchial  chamber,  which  com- 
municates with  the  exterior  by  a  single  slit-like  aperture  on  either 
side  (Fig.  203). 

As  a  rule,  the  Teleostei  possess  only  four  gill-bearing  visceral  arches,1 
and  this  holds  good  for  all  Ganoids.  A  rudimentary  gill  or  pseudob ranch 
is  present  on  both  mandibular  and  hyoid  arches  of  most  Elasmobrauchs,  on  the 
mandibular  arch  of  all  Cartilaginous  Ganoids  (spiracular  gills),  and  on  the 
hyoid  of  Teleostei,  and  a  more  complete  hyoidean  gill  is  seen  in  Acipenser  and 
Lepidosteus :  this  indicates  that  all  these  Fishes  formerly  possessed  a  more 
extensive  branchial  apparatus  than  at  present. 

In  many  Teleostei  certain  accessory  structures  are  developed  in  the  region 
of  the  branchial  chamber  by  a  modification  of  the  branchial  arches  or  cavity. 
These  serve  to  retain  the  water,  and  thus  the  Fish  is  able  to  live  for  some  time 
out  of  the  water  (Anabas,  Saccobranchus,  Heterobranchus,  Clarias,  &c). 

External  gills  are  met  with  in  young  stages  of  Elasmobranchii,  Holo- 
cephali,  Polypterus,  and  Cobitis  ;  these  possibly  have  a  nutritive  function 
in  connection  with  the  absorption  of  the  yolk. 

Fishes  breathe  by  taking  in  water  through  the  mouth,  and,  by 
the  contraction  of  the  latter,  forcing  it  out  again  through  the  gill- 
slits.2  In  this  process  the  gill-arches  rise  and  fall,  separating 
from  one  another  during  inspiration,  and  approximating  during 
expiration. 

Dipnoi. — These,  as  their  name  implies,  breathe  both  by  gills 
and  lungs. 

The  branchial  apparatus  deserves  particular  attention,  inas- 
much as,  in  Protopterus  (Fig.  54,  K),  besides  the  internal 
gills  situated  on  the  branchial  arches,  there  are  also  three  ex- 
ternal gills.  These  are  situated  on  the  posterior  and  upper 
border  of  the  pectoral  arch,  to  which  they  are  fixed  by  connective- 
tissue  and  vessels,  which  latter  pass  to  them  from  the  third  and 
fourth  arterial  arches. 

As  in  Ganoids  and  Teleosteans  there  is  only  a  single  external 
branchial  opening  on  either  side,  covered  by  a  somewhat  rudimentary 
operculum. 

Amphibia. — In  all  Urodele  larvae  as  well  as  in  the  Perenni- 
branchiata  there  are  three  gill-tufts,  lying  one  over  the  other,  and 
decreasing  in  size  from  the  dorsal  to  the  ventral  side ;  these  extend 
backwards,  projecting  freely  to  the  exterior,  and  are  composed  of 
connective-tissue,  unsupported  by  cartilage.  They  either  have 
the  form  of  tufts,  or  they  may  be  delicately  branched,  showing  the 
most  varied  arrangements  for  increasing  the  respiratory  surface. 

1  They  may  be  reduced  to  three,  or  to  two,  and  even  these  may  become  more  or 

leSS2rin™etromyzon,  when  holding  on  by  its  suctorial  mouth,  inspiration  as  well 
as  expiration  takes  place  through  the  gill-apertures. 
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These  external  gills  are  acted  on  by  a  complicated  system  of 
muscles,  and  are  covered  by  ciliated  epithelium,  which  serves  to 
keep  up  a  continual  current  in  the  surrounding  medium. 

In  the  Axolotl  and  in  the  larvso  of  Salamanders  there  are  four,  and  in 
Menobranchus  and  Proteus  only  two  gill-clefts  perforating,  the  pharynx.  The 
former  thus  show  a  more  primitive  condition,  while  m  the  latter  tnese 
structures  have  become  reduced.  There  is  always  only  a  single  external 
openin"  covered  over  by  an  opercular-like  fold  of  skin. 

In  "the  Derotremata  the  gills  disappear  entirely,  but  the  gill-aperture 
between  the  third  and  fourth  branchial  arches  persists. 

The  external  gills  present  at  first  in  Anura  soon  disappear, 
and  their  place  is  taken  by  internal  gills.  By  the  growth  of  the 
opercular  folds,  the  external  respiratory  aperture  of  either  side 
becomes  gradually  reduced  in  size,  and  the  two  branchial  chambers 
come  eventually  to  open  by  a  single  aperture,  which  is  situated 
either  in  the  median  ventral  line,  or  laterally. 

In  the  larva?  of  Notodelphys  and  of  Csecilia  compressicauda  bran- 
chial vesicles  are  developed,  covered  over  by  a  vascular  respiratory  network ; 
in  the  former  these  are  bell-shaped,  and  in  the  latter  they  have  an  irregular 
sac-like  form.  In  the  embryo  of  Epicrium  glutinosum,  a  feather-like  aud 
highly- vascular  gill-tuft  arises  on  either  side ;  these  are  of  unequal  length,  and 
they  move  continually  backwards  and  forwards  in  the  egg-albumen.  In  certain 
Batrachia,  the  broad  and  richly  vascular  swimming-tail  lying  against  the 
egg-membrane  may  serve  as  a  larval  respiratory  organ. 

Thus  we  arrive  at  the  result  that  the  gills  of  Vertebrates  may 
be  divided  into  four  groups,  which  show  no  direct  connection  with 
one  another.  The  first  kind  is  seen  in  Amphioxus,  the  second 
inCyclostomes,  the  third  in  the  adults  of  other  Fishes,  and 
the  fourth  in  Amphibians. 


II.  AIR-BLADDEE  AND  LUNGS. 

1.  The  Air-Bladdee, 

As  has  already  been  mentioned,  the  lungs  and  air-bladder  are 
developed  in  a  similar  manner,  and  differ  only  from  one  another  in 
the  fact  that  the  lungs  always  arise  from  the  ventral  side  of  the 
primary  oesophagus,  while  this  is  an  exceptional  case  as  regards 
the  air-bladder  (Polypterus,  Erythrina) ;  that  organ  is  usually 
formed  on  the  dorsal  side.  The  exact  point  of  origin  of  the 
air-bladder  from  the  oesophagus  varies,  and  its  duct  (ductus 
pneumaticus)  may  either  remain  open  throughout  life,  as  in 
all  Ganoids  and  some  Teleosteans  (Physostouii),  or  it  may 
later  become  reduced  to  a  solid  fibrous  cord,  or  even  entirely 
obliterated,  as  in  other  Teleostei  (Phy soclisti).  In  the  latter 
case  there  is  no  communication  between  the  air-bladder  and  the 
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external  air,  and  it  is  probable  that  the  contained  gas  is  given  off 
from  the  walls  of  the  air-bladder  itself". 

The  air-bladder  always  lies  above  the  peritoneum  on  the  dorsal 
side  of  the  body-cavity,  between  the  vertebral  column,  aorta,  and 
kidneys  on  the  one  hand,  and  the  alimentary  canal  on  the  other : 
it  is  invested  by  the  peritoneum  on  the  ventral  side  only.  It  is 
more  or  less  sac-shaped  in  form,  and  is  only  exceptionally  paired 
(Polypterus) ;  it  usually  extends  along  the  whole  length  of  the 
body-cavity,  and  has  walls  composed  of  connective,  elastic,  and 
muscular  tissue.  In  some  Teleostei  it  is  transversely  constricted 
so  as  to  form  several  successive  divisions  ;  in  other  cases  it  may 
give  rise  to  a  more  or  less  numerous  series  of  cascal  processes. 
Its  internal  surface  may  be  either  smooth  or  spongy,  owing  to 
the  formation  of  a  meshwork  of  trabecule,  the  structure  of  which 
reminds  one  of  the  lungs  of  Dipnoi  and  Amphibia. 

Attention  has  already  been  directed  to  the  relations  which  often 
exist  between  the  air-bladder  and  the  auditory  organ  (see  p.  207). 


2.  The  Lungs. 

The  further  development  of  the  primitive  lung-sacs  is  essen- 
tially similar  to  that  of  a  branched  gland.  They  gradually  increase 
in  size,  and  the  part  which  connects  them  with  the  oesophagus 
becomes  drawn  out  into  a  tube,  the  windpipe  or  trachea;  this 
bifurcates  to  form  two  bronchi,  one  of  which  goes  to  either  lung 


A  B  0 

Fig.  204.— A,  B,  C,  Diagrams  showing  the  Mode  of  Development  of  the 

Lungs. 

PD,  primitive  alimentary  tube  ;  S,  S1,  the  lung-sacs,  which  are  at  first  unpaired  ; 

t,  trachea  ;  b,  bronchus. 

(Fig.  204,  S,  S1,  t,  b).  In  their  further  growth,  the  bronchi  branch 
out  into  finer  and  finer  tubes,  and  finally  end  hi  small  vesicles  or 
infundibula,  which  are  made  up  of  a  number  of  alveoli,  and 
are  surrounded  by  blood  capillaries,  through  the  thin  walls  of  which 
the  interchange  of  respiratory  gases  takes  place  (comp.  Fig.  205). 

In  the  course  of  further  development,  annular  cartilages  become 
developed  in  this  system  of  tubes  :  the  most  anterior  of  these,  that 
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is  those  lvincr  round  the  glottis  or  entrance  to  the  trachea  (which 
are  phyWenetically'the  oldest  cartilages  of  the  whole 
apparatus),  become  differentiated  to  form  a  special  apparatus,  the 
L^nx  -  this  is  regulated  by  muscles,  and  has  to  do  with  the 
production  of  the  voice. 


Fig.  205.-Diagram  Illustrating  the  Phylogenetic  Development  of  the 
Lungs  ;  a  Gradual  Increase  of  the  Eespiratory  Surface  is  seen  in 
passing  from  a  to  d. 

The  trachea,  bronchi,  and  larynx  thus  constitute  a  kind  of 
hollow  skeleton  for  the  whole  respiratory  apparatus,  and,  as  they 
are  formed  secondarily,  we  should  naturally  expect  them  to  be  most 
developed  in  the  higher  types. 

Air-Passages. 

Amphibia. — The  first  traces  of  cartilaginous  supports  to  the 
glottis  are  seen  inUrodeles,  there  being  no  skeletal  elements  in 
this  region  in  Dipnoans  (Protopterus).  At  the  same  time,  dilator 
and  constrictor  muscles  appear  round  the  glottis. 

In  Dipnoi,  Salamandridae,  and  An ur a,  there  is  no  proper 
trachea,  but  only  a  short  laryngo-tracheal  chamber  leading 
from  the  larynx  to  the  lungs ;  in  the  two  last-mentioned  groups 
this  is  supported  by  cartilages.  A  definite  trachea  is,  however, 
present  in  Siren,  Amphiuma,  and  the  Gymnophiona  ;  it 
reaches  a  length  of  4  to  5  or  more  centimetres,  and  its  wall  is 
strengthened  by  a  series  of  small  irregular  cartilages,  which  usually 
tend  to  unite  into  bands  :  only  in  the  Gymnophiona,  however,  do 
these  bands  begin  to  take  on  the  form  of  half-rings,  and  to  surround 
the  trachea  more  or  less  completely. 

In  Anura  a  considerable  advance  is  noticeable,  as  a  highly 
differentiated  larynx  is  present  in  them.  This  is  regulated  by  a 
well-developed  series  of  muscles,  and  is  provided  with  vocal  cords, 
the  sound  produced  by  which  is  often  intensified  by  the  presence 
of  vocal  sacs  developed  from  the  floor  of  the  mouth.  The  laryngo- 
tracheal chamber  of  Rana  esculenta  lies  between  the  posterior 
cornua  of  the  hyoid  (thyro-hyals),  and  is  supported  by  a  thin  car- 
tilage on  either  side  of  the  glottis  (Fig.  206,  Co),  as  well  as  by  a 
ring-shaped  cartilage,  from  which  delicate  processes  pass  backwards 
to  the  roots  of  the  lungs  (Fig.  206,  Cl'L—Gli).  The  former  correspond 
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to  the  arytenoids,  and  the  latter  to  the  cricoid  cartilage  of 
higher  Vertebrates.    These  are  all  firmly  united  to  one  another  by 
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Fig.  206.— Cartilaginous  Skeleton  of  the  Laryngotracheal  Chamber  of 
fiana  esculenta.    (A,  from  above  ;  B,  from  the  side. ) 

Ca,  C'a,  arytenoid  cartilage  ;  C.i.1  to  C.l.4,  cricoid  cartilage  ;  Sp,  process  of  the 
latter  ;  P,  plate-like  broadening  out  of  the  ventral  part  of  the  cricoid  ;  SB, 
glottis  ;  ***,  three  tooth-like  prominences  of  the  arytenoids. 

connective-tissue,  the  vocal  cords  being  situated  on  the  inner  surfaces 
of  the  arytenoids. 

Reptiles. — The  larynx  of  Reptiles  is  supported  by  cartilaginous 
elements  comparable  to  those  of  Anura,  there  being  two  sets  of 
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Fig.  207. — Larynx  of  Phyllodactijlus  europceus.    (A,  skeleton,  and  B,  musculature 

of  larynx.) 

Ar,  arytenoids  ;  Cc,  cricoid  ;  S,  anterior  median  process  of  cricoid  ;  S\  sphincter  ; 
D,  dilator  ;  T,  trachea  ;  Oe,  basi-hyal. 


cartilages,  a  paired  arytenoid,  and  a  ring-shaped  cricoid  (Fig. 
207,  Ar,  Gc). 
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No  considerable  advance  in  structure  is,  however,  seen  ;  there  is 
even  a  reduction  noticeable  as  regards  the  musculature  for  as  a 
rule,  only  a  single  dilator  and  constrictor  are  present  (*ig.  ZOl, 
D,  S1),  instead  of  several,  as  in  the  Frog.  _  # 

One  point,  however,  must  be  specially  noticed,  viz.,  the  close 
connection  which  obtains  between  the  larynx  and  the  hyoidean 
apparatus— more  particularly  the  dorsal  surface  of  the  basi-hyal. 
In  Crocodiles  and  Chelonians,  for  instance,  the  larynx  is 
firmly  embedded  in  a  shallow  depression  of  the  latter,  and  it  seems 
probable  that  the  thyroid  cartilage  of  Mammals  has  been 
derived  from  a  part  of  the  body  of  the  hyoid. 

A  well-developed  trachea,  always  supported  by  enclosing 
cartilages,  is  present  in  all  Reptiles,  but  the  cartilages  are  not  in 
all  cases  fused  together  to  form  complete  rings.  The  walls  of  the 
bronchi  are  also  usually  provided  with  cartilaginous  supports. 

Birds. — In  Birds  there  are  two  larynges,  an  upper  and  a 
lower.  The  former  lies  in  the  usual  position  behind  the  tongue  on 
the  floor  of  the  pharynx,  and  is  plainly  homologous  with  that  of 
other  Vertebrates,  though  it  is  incapable  of  producing  sound. 
This  is  owing  to  the  fact  that  both  its  skeleton  and  muscles  are 
obviously  undergoing  a  retrogressive  metamorphosis. 

The  lower  larynx,  or  syrinx,  is  of  much  greater  interest ;  it  is 
usually  situated  at  the  junction  of  the  trachea  and  bronchi,  or  more 
seldom  at  the  lower  end  of  the  trachea  alone  or  on  the  bronchi 
alone.  It  functions  as  the  organ  of  voice,  and  appears  first  in, 
and  is  restricted  to,  Birds,  no  traces  of  a  syrinx,  which  might  be 
expected,  being  found  in  Reptiles.  In  the  most  usual  form,  or 
broncho-tracheal  syrinx,  there  is  a  moveable  connection 
between  the  most  anterior  bronchial  rings,  with  which  a  compli- 
cated system  of  muscles  is  connected  ;  these,  by  their  contraction, 
cause  a  stretching  or  relaxing  of  certain  vibratory  membranes 
(membrana  tympaniformis  interna  and  externa).  The 
lower  specially  modified  end  of  the  trachea  also  plays  an  impor- 
tant part  as  a  "  tympanum,"  which  attains  a  relatively  enormous 
development  in  some  Water-Birds  (e.g.,  the  male  Duck),  where  it 
gives  rise  to  a  bony  vesicle  which  serves  as  a  resonance  cavity. 

The  length  of  the  trachea  in  Birds  varies  greatly,  and  its  complete  cartila- 
ginous rings  show  a  great  tendency  to  become  ossified.  In  some  cases  (e.g. 
the  Swan  and  Crane)  it  extends  into  the  hollow  keel  of  the  sternum,  where  it 
becomes  more  or  less  coiled,  and  then  again  passes  out  close  to  its  point  of 
entrance,  and  enters  the  body-cavity.  In  certain  representatives  of  the  family 
of  Sturnidse  it  extends  between  the  skin  and  the  muscles  of  the  thorax,  and 
there  gives  rise  to  numerous  spiral  coils. 

Mammals. — The  larynx  of  Mammals  is  distinguished  from 
that  of  all  other  Vertebrates  by  the  following  characters  :  there  is 
always  a  very  marked  differentiation  of  the  muscles,  the 
constrictors  always  exceeding  the  dilators  in  number;  and  an 
epiglottis  and  a  thyroid  cartilage  are  constantly  present. 


256 


COMP  All  ATI  V~E  AN  ATOM  Y. 


Fig.  208. — Laeynges  of  Various  Mammalp. 
A    larynx  of  Deer,  seen  from  the  left  side  ;  B,  longitudinal  section  through  the 
'    larynx  of  the  Fox  ;  C,  larynx  of  the  Howling  Monkey  (Mycetes  urnmw),  from 
the  left  side  ;  D,  larynx  of  Chimpanzee  {Simia  troglodytes),  from  the  ventral 

Tr,  trachea;  Or,  cartilaginous  rings  of  the  trachea ;  S, mucous  membrane  of  tlie 
trachea  and  tongue  ;  Or,  ventral,  and  Cr\  dorsal  plate  of  the  cricoid  ;  Ct,  Ct, 
thyroid  cartilage  ;  oh,  uh,  anterior  and  posterior  cornua  of  the  latter -  ,  C*,  ary- 
tpnoid  cartilage  ;  pm,  processus  muscularis  of  the  latter  ;  Ep,  epiglottis  ,  Jl, 
body •  o  *hy5f  ■  t  lesser,  h\  greater  cornua  of  the  hyoid ;  Lt,  cnco-thyroid 
ll  yffl  thyro-hyoid  ligament;  M,  laryngeal  pouch,  which  shows  an 
eSement  at  t  ■ 12,  8,  the  three  resonance-cavities  of  Simia  troglodytes  :  mu, 
submucous  tissue'with  muscles  ;  M.ge,  genioglossus  muscle  ;  Z,  tongue. 
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The  epiglottis  serves  as  a  protection  to  the  aperture  of  the 
olottis  and  "its  form  varies  much;  occasionally  it  may  undergo 
degeneration.  The  thyroid  cartilage,  which,  as  already  mentioned 
(see  p.  255),  is  probably  to  be  derived  from  the  visceral  skeleton, 
is  originally'  paired  (Monotremes).  In  higher  types,  it  forms  a 
cartilaginous  capsule  which  encloses  the  cricoid  and  arytenoids 
on  the° ventral  side.  The  thyroid  serves  as  a  point  of  origin  and 
insertion  for  important  muscles  which  stretch  the  vocal  cords. 

The  vocal  cords  extend  between  the  thyroid  and  the  ary- 
tenoids, and  the  mucous  membrane  above  them  becomes  in- 
voluted to  form  the  laryngeal  pouches.  In  Anthropoids,  and 
certain  other  Monkeys,  these  may  reach  such  a  large  size  that  they 
serve  as  resonance  cavities,  and  come  to  lie  partially  within 
the  body  of  the  hyoid,  which  is  swollen  to  form  a  large  bony 
chamber  (Fig.  208,  D,  1,  2,  3).2 

The  folds  of  mucous  membrane  bounding  the  pouches  of  the 
larynx  anteriorly  are  spoken, of  as  false  vocal  cords  ;  these  are  not 
present  in  all  Mammals. 

An  interesting  adaptation  for  the  method  of  lactation  is  seen  in  the  larynx 
of  Marsupial  embryos,  in  which  it  becomes  elongated  so  as  to  extend  up- 
wards into  the  internal  nostrils,  where  it  is  firmly  embraced  by  the  soft  palate. 
Thus  respiration  can  go  on  freely  while  the  milk  passes  down  the  oesophagus  on 
either  side  of  the  larynx.  In  Cetacea  (e.g.  Phoccena)  a  similar  arrangement  is 
observable,  and  is  here  adapted  for  the  aquatic  life  of  the  animal.  In  many 
other  Mammals  the  epiglottis  is  embraced  by  the  soft  palate,  so  that  feeding  and 
respiration  can  go  on  without  interfering  with  one  another. 


The  Lungs  in  a  more  Restricted  Sense. 

Dipnoi. — In  Ceratodus,  the  lungs  form  a  wide  unpaired 
sac,  without  any  trace  of  a  dividing  septum,  while  in  other  Dipnoi 
they  are  distinctly  paired  posteriorly,  though  single  anteriorly. 

They  extend  through  the  whole  length  of  the  body-cavity,  and 
are  covered  by  the  peritoneum  only  on  the  ventral  surface :  the 
mucous  membrane  lining  them  forms  bands  and  networks  similar 
to  those  seen  in  the  air-bladders  of  many  Fishes  (e.g.  Lepidosteus).3 

Amphibia. — The  lungs  of  Menobranchus  and  Proteus 
remain  at  a  lower  stage  of  development  than  those  of  the  Dipnoi, 

1  The  cricoid  may  he  complete  or  incomplete  ventrally,  and  its  dorsal  portion 
usually  becomes  raised  to  form  a  broad  plate  which  articulates  with  the  arytenoids 
(Fig.  208,  Cr,  Cr1,  Ca).  Each  of  the  latter  often  gives  rise  to  an  outgrowth  an- 
teriorly, which,  becoming  separated  from  it,  forms  a  cartilage  of  Santo rini. 
A  further  independent  cartilage  (cartilage  of  "Wrisberg)  is  sometimes  present 
in  the  aryepiglottidean  fold. 

2  In  the  Gorilla  the  resonance  vesicle  extends  above  the  sterno-cleido-mastoideus, 
and  reaches  backwards  as  far  as  the  shoulder  and  pectoralis  major. 

3  It  is  worthy  of  remark  that  Lepidosteus,  like  many  other  Fishes,  comes  to 
the  surface  and  appears  to  swallow  air,  but  it  cannot  be  stated  whether  its  air-bladder 
has  any  important  respiratory  function  until  the  relations  of  the  blood-vessels  are 
known. 
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inasmuch  as  their  internal  surface  is  perfectly  smooth,  and  has, 
therefore,  a  much  smaller  superficial  extent.  They  consist  of  two 
delicate  elongated  sacs,  of  unequal  length,  and  constricted  in  their 
middle  ;  in  Proteus  they  extend  much  further  backwards  than  in 
Meuobranchus.  A  difference  in  length  between  the  two  lungs  is 
seen  also  in  other  Amphibia,  such  as  Amphiuma  and  Siren 
lacertina,  in  which  the  two  cylindrical  lungs  lie  near  together, 
close  to  the  aorta.  Their  internal  surface  is  raised  into  a  net- 
work, corresponding  with  the  distribution  of  the  blood-vessels,  the 
meshes  of  which  are  much  finer  in  Amphiuma,  and  still  more  so  in 
Menopoma,  than  in  Siren. 

In  Salamanders  the  lungs  as  a  rule  are  equal  in  size,  and  have 
the  form  of  cylindrical  tubes  extending  backwards  as  far  as 
the  end  of  the  stomach;  their  internal  surface  is  more  or  less 
smooth.  The  lungs  of  Gymnophiona  are  similar  to  those  of  Sala- 
manders, but  the  right  alone  is  fully  developed,  and  this  shows  in 
its  interior  a  complicated  trabecular  network  :  the  left  is  only  a  few 
millimetres  long.  A  similar  abortion  of  one  lung  is  also  seen  in 
Snakes,  and  in  both  cases  has  to  do  with  the  elongated  form  of  the 
body  (cp.  the  note  below).  The  wide,  elliptical  lungs  of  Anura 
are  quite  symmetrical.  Their  internal  surface,  which  is  partly 
lined  by  ciliated  epithelium,  is  raised  up  into  a  rich  respiratory 
network  of  trabecular,  and  numerous  smooth  muscular  fibres  are 
pi-esent  in  their  walls. 

Reptiles. — In  Reptiles,  as  in  all  other  air-breathing  Verte- 
brates, the  form  of  the  lungs  is  to  a  great  extent  regulated  by  that 
of  the  body.  In  the  higher  types,  such  as  the  Ghelonia  and 
Crocodilia,  their  structure  is  much  more  complicated  than  in 
Amphibia;  this  complication  finds  expression  in  a  very  con- 
siderable enlargement  of  the  respiratory  surface.  With  the  ex- 
ception of  the  thin-walled  lungs  of  Lizards,  which  retain  a  very 
primitive  condition,  we  no  longer  meet  with  a  large  central  cavity, 
but  the  organ  becomes  penetrated  by  a  branched  system  of 
bronchi,  giving  it  the  character  of  a  tubular  and  sponge-like  mesh- 
work.1  Thus  the  phylogenetic  stages  of  development  are  here 
again  repeated  ontogenetically. 

The  lungs  of  the  Chameleon  present  a  very  curious  modification.  The 
anterior  portion  is  much  more  compact  and  spongy  than  the  posterior,  which 
throws  out  into  numerous  sac-like  processes,  some  of  which  reach  as  far  back 
as  the  pelvic  region  ;  their  form  is  very  variable,  being  spindle-shaped,  club- 
shaped,  or  lobulated,  and  their  walls  are  very  thin  ;  they  extend  in  amongst  the 
viscera  wherever  there  is  room.  If  these  processes  have  any  respiratory  function, 
it  "is  at  most  only  a  very  slight  one.    An  indication  of  a  similar  arrangement 


1  The  lun"  of  Snakes  exhibits  an  intermediate  form,  for,  in  spite  of  the  finely- 
meshed  tissue°arising  from  the  periphery,  it  still  retains  a  narrow  central  cavity.  As 
already  mentioned,  only  the  right  lung  is  as  a  rule  fully  developed  in  Snakes  and 
Amphisbeenians,  owing  to  the  elongated  form  of  the  body,  while  the  left  remains 
in  a  rudimentary  condition,  or  even  disappears  entirely. 
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is  seen  in  the  lungs  of  Testudo,  in  winch  a  single  thm-walled  process  extends 
bata-ds  to  fchepelvic  region.'  These  processes,  seem  to  foreshadow  a  con- 
dition which  reaches  its  highest  development  in  Birds. 

A  uniform  ground-plan  is  to  be  observed  in  the  arrangement 
of  the  intra-pulmonary  bronchial  system  through  the  whole  series 
of  the  Amnio t a,  from  Crocodiles  onwards.  A  continuation  of 
the  bronchus,  which  is  almost  straight,  always  passes  through  the 
luno-  to  its  posterior  end.  This  may  be  called  themainbronchus; 
from  it  a  series  of  lateral  bronchi  arise.  The  important  and 
typical  relations  of  the  latter  to  the  main  trunk  of  the  pulmonary 
artery  and  vein  in  Mammals,  will  be  described  later  (p.  263) :  it  is 
not  yet  known  whether  a  similar  arrangement  obtains  in  Chelonians, 
Crocodiles,  and  Birds. 

Birds. — The  respiratory  apparatus  of  Birds  presents  so  many 
remarkable  peculiarities,  both  in  the  structure  of  the  lungs  and  the 
presence  of  air-sacs,  that  it  must  be  considered  in  some  detail.1 


LUNGS  AND  AIR-SACS  OF  BIRDS. 

When  the  ventral  body-walls  of  a  Bird  are  removed,  the  heart,  stomach, 
liver,  and  intestines,  are  seen  pressed  towards  the  mid-line,  and  on  either  side 
of  them  a  tightly-stretched  fascia,  the  oblique  septum,  is  observable,  which 
shuts  them  off  from  a  paired  lateral  sub-pulmonary  chamber  (Fig.  209, 
D.th.a).  Other  chambers  are  situated  in  the  anterior  thoracic  region,  ventral 
to  the  lungs,  which  latter  lie  close  against  the  vertebral  column  and  the  heads 
of  the  ribs,  by  which  they  are  impressed  :  others,  again,  are  seen  in  the  region 
of  the  heart  and  in  the  posterior  part  of  the  abdominal  cavity. 

These  chambers  are  occupied  by  the  air-sacs,  the  development  and 
physiological  function  of  which  will  be  described  later  on. 

The  most  posterior  chamber  on  either  side  encloses  an  abdominal 
(posterior)  air-sac  (Fig.  209,  r.Abd.S.,  l.Abd.S).  In  Apteryx,  this  is 
completely  closed  in  by  the  oblique  septum,  but  in  other  Birds  it  gives  rise  to 
a  large  diverticulum  which  extends  between  the  corresponding  kidney  and  the 
body- walls,  and  even  into  the  latter,  as  well  as  between  the  pelvic  muscles. 
Its  volume  is  naturally  dependent  upon  the  state  of  distension  of  the  viscera 
at  the  time. 

In  front  of  this  there  are  two  air-sacs  lying  above  and  externally  to  the 
oblique  septum,  and  constituting  the  main  part  of  the  sub-pulmonary  chamber ; 
these  may  be  called  the  anterior  and  posterior  intermediate  sacs  (Fig. 
209,  f,  ff).  A  transverse  dividing- wall  (s1)  lies  between  these  two,  at  the 
level  of  the  coeliac  artery,  and  a  second  septum  (s)  shuts  off  the  anterior 
intermediate  sac  from  the  one  lying  in  front  of  it,  to  be  described  presently. 
The  posterior  intermediate  air-sac  presents  the  simplest  and  most  constant 
relations,  and  never  communicates  with  any  of  the  neighbouring  chambers,  as 
is  often  the  case  with  the  anterior  intermediate. 

A  pair  of  prebronchial  air  sacs  lies  on  either  side  of  the  oesophagus 
above  the  bronchus,  anterior  to  the  hilum  of  the  lung  (Fig.  209,  C,  C),  and 
below  this  a  sub-bronchial  sac  is  situated,  which  is  separated  behind  from 
the  anterior  intermediate  sac  by  a  septum  (Fig.  209,  s).     This  is  usually 


For  Figs.  209  and  210,  as  well  as  for  many  of  Hie  details  in  the  above 
description,  we  are  indebted  to  Professor  H.  Strasser  of  Freiburg  in  Baden,  who  has 
kindly  allowed  us  to  make  use  of  the  manuscript  of  a  paper  which  is  not  vet 
published.     Dhe  terms  used  arc  those  of  Professor  Huxley.  "  ' 
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Fig.  209. — Abdominal  "Viscera  and  Air-Sacs  of  a  Duck  after  the  Eemotal 
of  the  Ventral  Body-Wall.    (From  an  original  drawing  by  H.  Strasser.) 

T,  trachea  ;  H,  heart,  enclosed  within  the  pericardium  ;  rL,  IL,  right  and  left  lobes 
of  liver  ;  Ish,  suspensory  (falciform)  ligament,  and  led,  les,  right  and  left  coronary 
ligament  of  the  liver  ;  D,  intestine  ;  P,  pectoralis  major  ;  pa,  pv,  pectoral  artery 
and  vein  :  S,  subclavius  muscle  ;  Gd,  coracoid  ;  F,  furcula  ;  Ifcd,  coraco-furcular 
ligament ;  Lg,  Lg1,  lung  ;  r.Abd.S,  l.Abd.S,  right  and  left  abdominal  (posterior) 
air-sac;  D.th.a,  the  fibrous  oblique  septum;  it,  posterior  intermediate  air-sac  ; 
f,  anterior  intermediate  air-sac  ;  s1,  s1,  partition-walls  between  these  sacs  ; 
s,  s,  partition-walls  between  the  anterior  intermediate  air-sacs  and  the  unpaired 
sub-bronchial  sac,  lying  in  the  anterior  part  of  the  body-cavity  ;  v,  portion  of 
anterior  wall  of  latter  ;  p,  axillary  sac  lying  between  the  coracoid,  scapula,  and 
the  anterior  ribs,  and  communicating  with  the  sub-bronchial  air-sac  ;  C,  C, 
prebronchial  sacs ;  *,  point  of  entrance  of  the  bronchi  into  the  lung ;  Ap, 
pulmonary  artery  ;  Act  and  Va,  innominate  artery  and  vein  with  their  branches. 
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Fig.  210. — Left  Lung  of  the  Duck,  in  situ.     (From  an  original  drawing  by 

H.  Strasser.) 

The  main  bronchus  is  cut  open ;  internally  to  it  lies  the  pulmonary  vein,  and 
externally  the  pulmonary  artery. 

Oe,  oesophagus  ;  m.l.c,  muse,  longus  colli;  BrWs,  thoracic  vertebra;  v,  v,  ends  of 
free  vertebral  ribs;  stv,  stv,  sections  of  ribs  which  are  connected  with  the 
sternum  ;  N,  kidney  ;  Tr,  trachea ;  I,  first  entobronchium,  and  c,  its  aperture 
of  communication  (ostium)  with  the  prebronchial  air-sac  ;  i,  a,  e,  its  internal, 
anterior,  and  external  branches  ;  Hi,  lie,  internal  and  external  branch  of  the 
second  entobronchium :  the  end  of  lie  opens  into  the  sub-bronchial  sac  at  d  ; 
III,  third  entobronchium,  with  the  aperture  e  for  the  anterior  intermediate  air- 
sac  ;  IV,  fourth  entobronchium ;  au,  opening  of  the  main  bronchus  into  the 
abdominal  sac  ;  b,  opening  of  the  outer  lateral  branch  of  the  mesobronchium 
into  the  posterior  intermediate  sac  ;  &',  second  ostium  of  the  latter,  more 
towards  the  middle  line  (present  in  Passeres).  The  boundary  of  the  pulmonary 
aponeurosis  is  seen  along  the  outer  edge  of  the  lung,  and  the  costo-pulmonary 
muscles  are  shown  extending  to  it  from  the  ribs. 

unpaired,  the  sac  of  either  side  fusing  with  its  fellow  to  form  an  interclavi- 
cular chamber,  bounded  by  the  furcula  ; 1  it  communicates  with  neighbouring 


1  In  some  Birds  (e.g.  Rhea,  Vulture,  Adjutant)  a  median  septum  is  present 
separating  the  two  sub-bronchial  sacs. 
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air-cavities  which  lie  between  the  pericardium  and  sternum  ™,i     n  -n 
outside  the  body-cavity  (axillarysac)  (F™2W,pT     ^  m  ^  aXllk' 

lUe  lower  surface  of  each  lung  is  closely  invested  W  n  «,«„  at, 
membrane,  the  pulmonary  .poneLoai^wuSSiS^ST^SSS 
number  ol  muscular  bands  (costo-pulmonary  muscles).    These  arise  J  , 
the  vertebral  ribs  and  are  supplied  by  the  intercostal  nerves  (Fig  210 

The  mam  bronchus  (mesobronchium)  runs  close  to  the  ventral 

Fi?  2?0  ™  '  £o  i     V  +  0P^8vd™ctly  into  the  abdominal  air-sac 

i  ig  210,  au).    From  it  a  large  lateral  bronchus  branches  off,  which  opens 

210°  h  jT  n  °r  ate  sac  b/  ™  °*  two  (a*  in  Passeres)  apSsX! 

1  0  r  toW f  I"  ¥ T  ^  f^m  f°Ur  t0  fiix  other  lateral  bronchi  Fig- 
ri.tii  p  }'  r  °1  W,hlct  be^?me  broaden«l  out  in  a  fan-like  manner  on  the 
ventral  surface  of  the  ung.  These  may  be  called  entobronchia  (bronchi 
clivergentes  Sappey) :  they  all  arise  from  the  anterior  portion  of  the  meso- 
bronchium. The  farst  of  these  radiates  out  anteriorly  to  the  hiluni  0f  the  lung, 
and  gives  off  internal,  external,  and  anterior  branches,  one  of  which  opens 
into  the  prebronchial  sac  (Fig.  210,  c).  The  other  entobronchia  give  rise  to 
two  series  of  branches,  one  of  which  extends  inwards  and  backwards  between 
the  iactors  of  the  pulmonary  vein,  and  the  other  outwards  between  the 
arterial  branches.  Almost  without  exception  a  large  aperture  or  ostium  is 
present  on  the  wall  on  the  third  entobronchium,  communicating  with  the 
anterior  intermediate  air-sac  (Fig.  210,  e).  A  branch  of  the  second  ento- 
bronchium opens  externally  to  the  liilum  of  the  lung  into  the  sub-bronchial 
sac  (Fig.  210,  lie,  d). 

The  lateral  bronchi  considered  as  yet  have  to  do  with  the  ventral  surface 
oi  the  lung  only  ;  but  besides  these  there  are  a  variable  number  of  ecto- 
bronchia,  arising  from  the  dorsal  side  of  the  main  bronchus  posteriorly  to 
the  entobronchia  (see  Fig.  210).  These  come  off  in  a  double  longitudinal  row, 
those  of  the  outer  row  being  larger  than  those  of  the  inner.  They  pass 
dorsally  to  the  costal  face  of  the  lung.  Both  ecto-  and  entobronchia  give  off 
numerous  bronchi  of  a  third  order,  or  parabronchia  :  the  walls  of  these  are 
raised  into  numerous  transverse  net-like  folds,  into  which  the  pulmonary 
capillaries  extend. 

The  following  points  must  be  noticed  as  regards  the  genesis 
and  function  of  the  air- sacs. 

Early  in  the  embryonic  period,  delicate-walled  hollow  pro- 
cesses, lined  by  pavement  epithelium,  arise  from  the  pulmonary 
vesicles  :  these  grow  rapidly,  and  soon  exceed  the  hmg  proper  in 
size,  so  that  tbey  extend  amongst  the  viscera.  Their  form  and 
extent  depend  entirely  upon  their  surroundings,  and  they  simply 
consist  of  interstitial  cavities  lined  by  the  membrane  of  the  air- 
sacs.  Moreover,  they  are  not  confined  to  the  body-cavity,  but  in 
numerous  places  extend  beyond  it,  passing  in  between  the  muscles, 
beneath  the  skin,  and  even  into  most  of  the  bones.  The  latter 
are  thus  rendered  pneumatic,2  and  consequently  the  specific 
gravity  of  the  body  is  lessened,  and  the  power  of  flight  increased. 
The  pneumaticity  of  the  bones  is  not,  however,  an  essential  pecu- 
liarity connected  with  flight,  for  in  many  Birds  which  are  extremely 

1  The  pulmonary  aponeurosis,  as  well  as  the  oblique  septum,  is  often  spoken  of 
as  a  "diaphragm  "  (comp.  p.  122). 

2  This  cannot  of  course  take  place  until  the  marrow  of  the  bones  has  performed 
the  greater  part  of  its  bone-forming  function. 
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*oo&  fliers  (e.g.  Laws,  Sterna)  the  bones  are  not  pneumatic.1  In 
fhese  ca2  however,  a  compensation  is  effected  by  a  more  marked 
developmen  of  the  muscles  and  the  abdominal  (posterior)  air-sac, 
whTch  in  no  Birds  appears  to  be  entirely  wanting,  is  here  well 
developed. 

The  air-sacs  must  he  looked  upon  as  integral  parts  of  the  respiratory 
apparatus  agm"er  amount  of  air  can,  by  their  means,  pass  m  and  out  during 
STration  and  expiration,  especially  through  the  larger  bronchi,  and  con- 
Sn  3  there  is  less  necessity  for  the  expansion  of  the  lung-parenchyma 
S  function  of  the  prolongations  of  the  air-sacs  lying  towards  the  on  to -surface 
of  the  body  consists  in  the  giving  off  of  watery  vapour  and  in  regulating  the 
liPit  of  the  body  Those  which  extend  in  between  the  muscles,  and  supplant 
the  connective  and  fatty  tissue  in  these  regions,  have  a  further  importance  m 
causing  less  power  to  be  lost  in  friction.  _ 

But  by  far  the  greatest  importance  of  the  air-sacs  lying  towards  the 
periphery  consists  in  the  enlargement  of  the  anterior  thoracic  region,  princi- 
pally that  surrounded  by  the  pectoral  arch.  A  larger  development  of  the 
skeleton  can  thus  take  place,  giving  an  increase  of  surface  lor  muscular 
attachment  without  any  considerable  increase  m  weight.  Everything,  m  tact, 
combines  to  establish  an  organ  of  flight  with  a  large  wmg-surlace  and  an 
increased  strength  of  the  muscles. 

Mammals.  —  As  already  mentioned,  main  and  lateral 
bronchi  can  be  distinguished  in  Mammals.  The  pulmonary  artery 
crosses  the  main  bronchus  at  its  anterior  end,  and  this  point  may 
be  taken  as  dividing  the  lateral  bronchi  into  two  systems— an 
eparterial  lying  anterior  (above)  and  a  hyparterial  ■  lying 
posterior  to  (below)  the  artery. 

The  hyparterial  series  is  always  well  developed,  and  consists  of 
a  double  row  2  of  lateral  bronchi ;  the  eparterial  system,  on  the 
other  hand,  gradually  becomes  of  much  less  importance,  and  in 
certain  cases  is  represented  only  by  a  single  lateral  bronchus  on 
either  side.  (Fig.  211,  c,  b,  a),  and,  as  a  rule,  even  the  left  of  these 
disappears,  only  the  right  remaining.  This  eparterial  bronchus, 
whether  developed  on  one  or  on  both  sides,  may  change  its  position 
on  the  main  bronchus  so  as  to  arise  from  the  trachea.3 

In  by  far  the  greater  number  of  Mammals  then,  the  left  epar- 
terial bronchus  has  disappeared,  while  the  right  is  retained  ;  this 


1  The  pneumaticity  of  the  bones  is  not  a  special  peculiarity  of  Birds :  amongst 
Mammals,  frontal,  maxillary,  and  sphenoidal  sinuses  are  present  in  Anthropoids, 
Elephants,  and  Marsupials  for  instance  ;  the  skidl  of  Crocodiles  is  also  strongly 
pneumatic.  All  these  sinuses  communicate  with  one  another,  and  also  with  the  tym- 
panic cavity.  They  are  in  many  cases  developed  in  order  to  give  a  greater  surface  for 
the  attachment  of  muscles,  and  also  to  effect  a  saving  of  material  and  a  lightening  of 
the  skull. 

2  The  pulmonary  artery  passes  backwards  between  the  roots  of  the  hyparterial 
bronchi,  while  the  corresponding  vein  runs  along  the  ventral  side  of  the  main 
bronchus  (Fig.  211,  A,  V). 

3  The  left  eparterial  bronchus  may  also  disappear  (Hystrix),  and  thus  the  ter- 
minal stage  of  a  process  begun  in  Birds  is  reached.  It  is  difficult  to  find  an  explana- 
tion for  these  facts  ;  they  may  possibly  have  something  to  do  with  the  gradual 
disappearance  of  the  cervical  and  lumbar  ribs,  in  connection  with  the  shortening  of 
the  thorax  (comp.  p.  51). 
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LctionT       inStanCG'  "  ^  -  ft  kads  t0  ^  lowing 
As  the  anterior  lobe  of  the  right  lung  belongs  to  the  eparterial 
and  that  of  the  left  lung  to  the  first  hyparterial  bronchus,  thS ^  lobes 


Fig.  211.— Diagram  of  the  Arrangement  of  the  Bronchi  in  Mammals 

(From  the  ventral  side. ) 

a,  a,  eparterial  bronchus  of  either  side  ;  b,  series  of  ventral,  and  c,  of  dorsal 
hyparterial  bronchi  ;  A  and  V,  pulmonary  artery  and  vein. 


are  evidently  not  homologous,  the  middle  right  lobe  correspondino- 
much  more  nearly  to  the  anterior  lobe  of  the  left  side.  Thus 
there  is  a  want  of  symmetry  between  the  right  and  left 
sides,  the  right  lung  retaining  one  element  more  than 
the  left. 

The  formation  of  lobes,  which  always  begins  at  the  anterior 
end  of  the  lung,  is  of  less  fundamental  importance  as  regards  the 
structure  of  the  lung  than  is  the  arrangement  of  the  bronchial 
system,  as  a  single  lateral  bronchus  is  present  to  each  lobe.  Thus  it 
follows  that  what  has  hitherto  been  known  in  human  anatomy  as 
the  inferior  (posterior)  lobe  does  not  correspond  to  a  true  lobe,  but 
represents  the  main  axis  of  the  lung,  enclosing  the  main  bronchus. 

In  the  description  of  the  peritoneum  (p.  208),  attention  has 
already  been  directed  to  the  fact  that  the  thoracic  cavity  is 
lined  by  a  serous  membrane,  the  pleura.  As  in  the  case  of  the 
peritoneum,  a  parietal  and  a  visceral  layer  may  be  distinguished 
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(Fi«  212  P,  P1):  the  latter  is  spoken  of  as  the  pulmonary 
pleura  the  former  as  the  costal  plenra.  Towards  the  middle 
fine  the  pulmonary  pleura  of  either  side  is  reflected  so  as  to  form 
a  SeptumPbetween  the  right  and  left  thoracic  cavities.  This  septum 
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Hi  W 
Fig.  212. — Diagram  of  the  Pleural  and  Pericardial  Cavities  of  Mammals, 

FOUNDED   ON    THE   RELATIONS    OF   THESE    PARTS    IN    MAN.      (A,  horizontal 

section  ;  B,  transverse  section. ) 
Tr,  trachea  ;  Br,  bronchi  ;  L,  L,  lungs  ;  H,  heart ;  TV,  vertebral  column  ;  P,  parietal, 
and  P1,  visceral  layer  of  the  pleura ;  t  t,  points  at  which  these  pass  into  one 
another  at  the  hilum  pulmonalis  (Hi) ;  m,  mediastinum  ;  Pc,  Ps\  parietal  and 
visceral  layers  of  the  pericardium  ;  P,  ribs  (wall  of  thorax) ;  S,  sternum. 


is  called  the  mediastinum  (Fig.  212,  m),  and  the  space  between 
its  two  layers  the  mediastinal  space:  through  this,  the  aorta, 
oesophagus,  and  postcaval  vein  run,  and  in  the  region  of  the  heart, 
the  mediastinum  is  reflected  over  the  parietal  layer  of  the  peri- 
cardium (see  p.  268,  and  Fig.  212,  Pc). 

There  is  a  lymphatic  fluid  between  the  two  layers  of  the  pleura, 
which  renders  the  movements  of  the  lungs  smooth  and  easy. 


ABDOMINAL  PORES. 

By  the  term  abdominal  pores  is  understood  a  perforation 
— almost  always  paired — of  the  posterior  end  of  the  peritoneal 
cavity,  which  puts  the  ccelome  into  direct  communication  with  the 
exterior.1  These  pores  are  present  in  Cyclostomi,  Elasmo- 
branchii,  certain  Teleostei,  Dipnoi,  Chelonia,  and  Croco- 
dilia.  The  perforations  always  take  place  through  the  ectoderm, 
close  to  the  apertures  of  the  urinogenital  organs  and  intestine ;  each 
is  either  situated  on  a  papilla,  or  in  the  walls  of  the  cloaca. 

It  can  only  be  stated  positively  as  regards  the  function  of  the 
abdominal  pores,  that  in  Cyclostomes  and  a  few  other  Fishes  they 
serve  to  conduct  the  generative  products  to  the  exterior.  As  in  the 
rest  of  the  Vertebrata  special  ducts  are  present  for  this  purpose, 

1  Other  connections  of  the  ccelome  with  the  exterior  (nephrostomes  of  Anamnia 
and  oviducts  of  all  Vertebrata)  will  be  mentioned  later  on  (see  pp.  297,  300,  and  302). 
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Fig.  213. — Abdominal  Pores  of  Various  Vertebrates.    (A,  Cyclostome  ; 
B,  Elasniobranch ;  C,  Protopterus  ;  D,  Spatularia.) 

,  anus  ;  Pa,  Jta,  PC,  abdominal  pores  ;  Pp,  papilla  ;  AT,  cloacal  pockets  ;  UG  and 
a,  urinogenital  apertures  ;  L,  L,  lip-like  margin  of  cloacal  aperture  ;  CR, 
cloaca;  DEB,  longitudinal  folds  of  the  rectum,  which  end  sharply  at  JRF ; 
t,  point  at  which  the  rectal  gland  opens  ;  BF,  pelvic  fin  ;  ++,  claspers.  Tin- 
arrow  in  A  points  towards  the  hend,  and  all  the  figures  are  placed  similarly  to  A. 
In  Fig.  C,  CI  indicates  the  blind  sac  of  the  cloaca,  the  dorsal  wall  of  which  is 
visible  at  DJV;  t,  the  unpaired  aperture  of  the  generative  ducts  ;  ED,  ED\ 
the  rectum,  cut  open.    The  arrow  indicates  the  aperture  of  the  ureters. 
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the  persistence  of  the  abdominal  pores  is  difficult  to  account  for ; 
they  must  have  undergone  a  change  of  function.  It  is  as  difficult 
to  say  what  this  function  is  as  to  explain  the  fact  that  they  have 
disappeared  in  the  Amphibia,  which  are  certainly  a  very  ancient 
group,  while  they  are  again  met  with  amongst  Keptiles. 
&  In  Protopterus  the  abdominal  pores  open  in  front  of,  and  m 
Ceratodus  behind  the  cloaca.  In  Ceratodus  their  arrangement  is 
similar  to  that  seen  in  Elasmobranchs,  and  they  are  always  paired  : 
in  Protopterus,  on  the  contrary,  they  undergo  numerous  individual 
variations ;  as  a  rule  only  one  is  developed,  and  this  lies  on  the 
same  side  as  the  vent — sometimes  to  the  right,  sometimes  to  the 
left  of  the  middle  line,  and  opens  either  within  or  without  the 
sphincter  of  the  cloaca.  If  both  pores  are  present,  they  always 
open  within  the  cloaca,  on  its  dorsal  wall,  behind  the  aperture  of 
the  rectum. 

Gegenbaur  considers  that  the  abdominal  pores  are  not  homolo- 
gous throughout  the  series  of  the  Vertebrata,  and  that  they  must 
be  considered  in  relation  with  other  structures — more  particularly 
the  generative  organs.  Kathke  and  Huxley  have  pointed  out 
that  in  the  series  of  the  Salmonidse  a  gradual  disappearance  of 
the  oviducts  is  observable,  their  function  being  undertaken  by 
abdominal  pores.  This  would  seem  to  indicate  that  the  abdominal 
pores  present  in  female  Salmonidae  are  not  homologous  with  those 
of  other  Fishes  {e.g.  Cyclostomi,  Elasmobranchii,  Dipnoi). 
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H.   ORGANS  OF  CIRCULATION. 


(VASCULAR  SYSTEM.) 

The  organs  of  circulation  consist  of  a  central  organ,  the  heart, 
peripheral  organs,  the  vessels,  and  nutritive  fluids,  composed  of" 
plasma  and  structural  elements  (cells),1  the  blood  and 
lymph.  The  latter,  which  occurs  partly  within  closed  canals, 
partly  in  various  spaces  and  cavities  of  the  body,  and  Avhich 
penetrates  all  the  tissues,  will  be  spoken  of  later,  and  the  blood- 
vascular  system  in  its  more  restricted  sense  will  be  treated  of 
first.  This  consists  of  a  series  of  completely  closed  tubes  (vessels), 
which,  according  as  they  contain  oxygenated  or  impure  blood,  are 
spoken  of  as  arteries  or  veins.  This,  however,  is  not  an  abso- 
lute rule,  for  setting  aside  the  chemical  condition  of  the  blood,  all 
vessels  which  empty  their  contents  into  the  heart  are  called  veins, 
while  those  which  arise  from  the  heart  are  spoken  of  as  arteries. 

The  heart,  which  is  enclosed  within  the  pericardium,2  serves  as 
the  central  organ  of  the  circulation,  and  acts  both  as  a  suction- 
pump  and  a  force-pump.  It  arises,  like  the  entire  vascular 
system,  from  the  mesoblast,  either  as  a  single  or  as  a  paired 
tubular  cavity ;  it  originates  in  the  splanchnic  layer  along  the  ventral 

1  The  blood-  and  lymph-corpuscles  are  the  last  results  of  segmentation  in  the 
mesoblast.  The  first  to  be  formed  are  white  corpuscles,  which  are  nucleated  and 
amceboid  (these  are  the  only  kind  present  in  Amphioxus)  ;  the  red  appear  secondarily ; 
whether  they  originate  from  the  white  corpuscles  or  independently  is  not  known, 
though  the  former  mode  of  development  seems  the  most  probable.  Both  primitive 
red  and  primitive  white  corpuscles  possess  a  nucleus,  which  in  the  case  of  the 
latter  persists  throughout  life,  though  it  is  often  only  visible  by  means  of  reagents. 
In  the  case  of  the  red  corpuscles  the  nucleus  persists,  and  the  whole  cell  is  biconvex 
in  all  Vertebrates  below  Mammals,  and,  even  in  these,  nucleated  red  cells  may  be 
seen  in  the  marrow  of  the  bones,  in  the  blood  of  the  spleen,  and  often  in  that  of  the 
portal  vein.  In  all  other  parts  of  the  body  of  Mammals  they  lose  their  nuclei  and 
become  biconcave.  In  all  Mammals,  except  the  Camelidae,  the  red  corpuscles  have 
the  form  of  circular  disks  ;  in  the  last-mentioned  group  and  in  all  other  Vertebrates 
except  Cyclostomes  they  are  oval.  Siren  possesses  the  largest  red  corpuscles,  then 
comes  Proteus,  and  then  Salamandra  ;  the  smallest  are  found  in  the  Traguhdse.  _ 

2  The  pericardium  consists  of  a  parietal  and  a  visceral  layer:  the  former  is 
invested  by  the  mediastinum  (see  p.  265),  and  the  latter  is  closely  applied  to  the 
heart. 
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region  of  the  throat,  close  behind  the  gill-clefts  *  Thus  it  is  foimed 
from  the  same  blastema  as  the  muscular  coat  of  the  alimentary 
canal  and  its  wall  becomes  differentiated  into  three  layers,  an 
oute'r  serous  (pericardial),  a  middle  muscular,  and  an  inner 
epithelial.  In  this  it  essentially  corresponds  m  structure 
with  the  larger  vessels,  in  the  walls  of  which  three  layers 
can  also  be  distinguished.2  By  a  study  of  its  development  we 
thus  see  that  the  heart  represents  essentially  a  strongly  deve- 
loped blood-vessel,  which  at  first  lies  more  or  less  m  the  longi- 
tudinal axis  of  the  body;  later,  however,  it  becomes  much  more 
complicated  by  the  formation  of  various  folds  and  swellings,  in 
this  manner  the  folded  tubular  heart  becomes  divided  into  two 
chambers,  an  atrium  and  a  ventricle.  Between  these,  valvular 
structures  arise,  which  only  allow  the  blood  to  flow  in  a  definite 
direction  on  the  contraction  of  the  walls  of  the  heart,  viz.  from  the 
atrium  to  the  ventricle  ;  any  backward  flow  is  thus  prevented. 
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Fig.  214.— Diagram  showing  the  Primitive  Relations  of  the  Different 

Chambers  of  the  Heart. 

Sv,  sinus  venosus,  into  which  the  veins  from  the  body  open ;  A,  atrium ;  V,  ventricle ; 
Ca,  conus  arteriosus  ;  Ba,  bulbus  arteriosus. 

The  valves  are  formed  by  a  process  of  differentiation  of  the  mus- 
cular trabeculse  of  the  walls  of  the  heart,  as  will  be  explained  later 
on.  The  atrium,  into  which  the  blood  enters,  represents  primi- 
tively the  venous  portion  of  the  heart,  while  the  ventricle,  from 
which  the  blood  flows  out,  corresponds  to  the  arterial  portion.  The 
venous  end  further  becomes  differentiated  to  form  another  chamber, 
the  sinus  venosus  (Fig.  214,  Sv),  and  the  arterial  end  gives  rise 
distally  to  a  conus  or  truncus  arteriosus;  this  is  provided 
with  more  or  less  numerous  valves,  and  is  continued  forwards  into 
the  arterial  vessel,  the  enlarged  base  of  which  is  spoken  of  as  the 
bulbus  arteriosus  {Ca,  Ba). 

1  The  primitive  aorte  arise  independently  of  the  heart :  they  are  formed  by 
peripheral  (segmentally  arranged  ?)  vascular  processes,  which  pass  towards  the  middle 
line,  and  there  turn  forwards  and  backwards  and  become  confluent,  so  as  to  form 
longitudinal  trunks. 

2  The  walls  of  the  smallest  blood-vessels,  the  capillaries,  consist  of  a  single 
cellular  layer,  which  corresponds  to  the  inner  epithelial  layer  (intima)  of  the  larger 
vessels. 
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This  condition  of  things  persists  throughout  life  in  many 
iishes,  and  is  at  any  rate  passed .  through  in  the  individual 
development  of  all  Vertebrates. 

With  the  appearance  of  pulmonary  respiration,  important 
changes  take  place  m  the  primitively  simple  heart,  which  finally 
result  in  the  formation  of  a  septum  in  both  atrium  and  ventricle 
and  thus  lead  to  the  presence  of  two  atria  or  auricles  and  two 
ventricles :  the  comis  arteriosus  and  sinus  venosus  become  even- 
tually incorporated  in  the  ventricles  and  right  auricle  respectively 
Thus  a  right  (venous)  and  a  left  (arterial)  half  can  be  distin- 
guished, and  a  new  vessel,  the  pulmonary  artery,  arises  from 
the  right  ventricle  ;  this  conveys  venous  blood  to  the  lungs,  while 
special  vessels  (pulmonary  veins)  return  the  oxygenated  blood 
from  the  lungs  to  the  left  side  of  the  heart,  from  which  it  passes 
into  the  general  circulation  of  the  body. 

The  gradually  increasing  complications  which  occur  in  passing  from  the 
lower  to  the  higher  Vertebrates  will  be  more  easily  understood  after  the 
condition  of  the  circulation  in  the  embryo  has  been  considered. 


The  Fcetal  Cikctjlation. 

In  an  early  stage,  the  bulbus  arteriosus  (Fig.  215,  B)  is 
continued  forwards  towards  the  head  by  a  long  unpaired  vessel 
(branchial  artery),  which  gives  off  right  and  left  a  series  of 
symmetrical  transverse  branches  or  arches  (Ab),  each  of  which 
runs  between  two  consecutive  gill-clefts  (KL).  After  the  first  pair 
has  given  off  branches  to  the  head  (carotids),  they  all  unite 
above  the  clefts  to  form  a  longitudinal  trunk  on  either  side  (S,  Sl). 
These  branchial  veins  give  rise  further  back  to  the  right  and 
left  roots  of  the  aorta  (It A,  BA). 

In  all  Vertebrates  the  aorta  (A)  is  throughout  life  the  most 
important  artery  of  the  body;  it  extends  backwards  along  the 
ventral  side  of  the  vertebral  axis  as  a  large  unpaired  trunk,  which 
gives  off  numerous  branches,  and  forms  the  caudal  artery  in  the 
tail  (Acd). 

The  vitelline  or  omphalo-mesenteric  arteries  (Fig.  215, 
Am,  and  Fig.  216,  B.Of.A,  L.Of.A),  which  are  very  important 
up  to  a  certain  stage  in  development,  arise  from  the  aorta,  and 
carry  blood  to  the  surface  of  the  yolk,  whence  it  is  returned  by 
means  of  the  vitelline  or  omphalo-mesenteric  veins  (Fig.  216, 
B.Of,  L.Of).  In  embryos  of  Fishes  these  open  into  a  subintes- 
tinal  vein,  lying  on  the  ventral  side  of  the  alimentary  tract,  and 
opening  into  the  heart :  in  the  higher  forms  this  vein  is  repre- 
sented by  the  caudal  vein  and  the  ductus  venosus  (Figs.  217 
and  218,  D  V) ;  the  latter  passes  through  the  liver  on  its  way  to  the 
heart,  but  disappears  on  the  formation  of  the  portal  circulation. 
Before  passing  into  the  sinus  venosus  the  blood  becomes  mixed 


Fig.  215.—  Diagram  of  the  Embryonic  Vascular  System. 


A,  A,  dorsal  aorta  ;  RA,  HA,  right  and  left  roots  of  the  aorta,  which  arise  from  the 
branchial  vessels,  Ah,  by  means  of  the  collecting  trunks  (branchial  veins),  S,  S1  ; 
c,  a1,  the  carotids  ;  Sb,  subclavian  artery  ;  EL,  gill-clefts  ;  Si,  sinus  veno'sus  ; 
A,  atrium ;  V,  ventricle  ;  B,  bulbus  arteriosus  ;  Vm,  vitelline  veins  ;  Am, 
vitelline  arteries  ;  Ic,  Ic,  common  iliac  arteries  ;  E,  E,  external  iliac  arteries  ; 
AH,  allantoic  (hypogastric)  arteries  ;  Accl,  caudal  artery  ;  VC,  EC,  anterior  and 
posterior  cardinal  veins  ;  Sb\  subclavian  vein  ;  D,  Cuvierian  duct  (precaval 
veins),  into  which  the  anterior  and  posterior  cardinals  open. 

The  ductus  Cuvieri,  which  runs  transversely,  is  formed  on  either 
side  by  the  fusion  of  the  anterior  and  posterior  cardinal 
veins— two  large  vessels  which  bring  back  the  blood  from  the 
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head  mesonephros  (see  p.  296),  and  body-walls  (Fig.  215  VC  HC 
and  Fig.  2lQ,S.Ca.V,  V.Ca).  1       ■       1   °  ' 

The  anterior  cardinal  veins,  which  return  the  blood  from  the  head  and 
anterior  portion  of  the  body  persist,  and  give  rise  to  the  large  j Vgular  vein  s 

ll-J  (C+°^P-  217  V  219);  the  P°sterior  cardials foon  blcome 

largely  obliterated,  and  are  replaced  by  the  azygos  and  vertebral  ve?™ 
and  more  especially  by  the  postcaval  fvena  clva  pos ,ter "r  £  infl ?3 
(see  Figs.  217  to  219).  For  further  details  as  to  the  vinous  circula  ion,,!*  the 
porta  system  which  becomes  established  in  Fishes  by  the  subintestinal 
vein),  the  reader  is  referred  to  Figs.  217  to  219.  fcuunuesunai 


AA 


Fig.  216.— Diagram  of  the  Circulation  of  the  Yolk-Sac  at  the  end  of 
the  Third  Day  of  Incubation  in  the  Chick.    (After  Balfour.) 

27",  heart:  A  A,  the  secoud,  third,  and  fourth  aortic  arches :  the  first  has  become 
obliterated  in  its  median  portion,  but  is  continued  at  its  proximal  end  as  the 
external  carotid,  and  at  its  distal  end  as  the  internal  carotid  ;  Ao,  dorsal  aorta  ; 
L.Of.A,  left  vitelline  artery  ;  B.Of.A,  right  vitelline  artery  ;  S.T,  sinus  termi- 
nalis  ;  L.  Of,  left  vitelline  vein  ;  R.  Of,  right  vitelline  vein  ;  S.  V,  sinus  venosus  ; 
D.  0,  diictus  Cuvieri  ;  S.  Ca.  V,  anterior  cardinal  or  jugular  vein  ;  V.Ca,  posterior 
cardinal  vein.  The  veins  are  marked  in  outline,  and  the  arteries  are  made 
black.  The  whole  blastoderm  has  been  removed  from  the  egg,  and  is  supposed 
to  be  viewed  from  below.    Hence  the  left  is  seen  on  the  right,  and  vice  vend. 

To  return  once  more  to  the  arterial  system  : — "We  must  consider 
next  the  two  branches  of  the  dorsal  aorta  known  as  the  allantoic 
arteries  (Fig.  215,  All).  As  their  name  implies,  these  arteries 
branch  out  over  the  allantois,  which  arises  as  an  outgrowth  from 
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t  he  posterior  part  of  the  primitive  intestine  in  all  Vertebrates  but 
Fishes  (comp.  Fig.  9,  p.  11).  As  the  allantois  grows  further  and 
farther  outwards,  it  comes,  in  the  Sauropsida,  to  lie  against  the 
internal  surface  of  the  egg-shell,  and  thanks  to  the  porous  nature 
of  the  latter,  which  permits  the  air  to  pass  through  it,  serves  as  an 
important  respiratory  organ.  In  Mammals  it  serves  in  the  embryo 
both  for  respiration  and  nutrition  (comp.  pp.  10  and  274).  Ine 
further  development  of  the  embryonic  vessels  may  take  place  in  on  e 
of  three  ways. 


Fig.  217. — Diagiiam  of  the  Venous  Circulation  in  tite  Chick  at  the 
Commencement  of  the  Fifth  Day.    (After  Balfour.) 

77,  heart ;  DC,  ductus  Cuvieri :  into  the  ductus  Cuvieri  of  either  side  falls  J,  the 
jugular  vein  ;  Su.  V,  the  anterior  vertebral ;  W,  the  vein  from  the  wing,  and  C, 
the  posterior  cardinal  vein  ;  S.  V,  sinus  venosus  ;  Of,  vitelline  vein  ;  U,  allantoic 
vein,  which  at  this  stage  gives  off  branches  to  the  body-walls;  V.G.I, 
postcaval. 


The  embryo  may  either  leave  the  egg,  and  take  on  an  aquatic 
existence  (Anamnia),  making  use  of  its  branchial  vessels  as  a 
gill-breather  ;  the  entire  allantois,  in  the  case  of  the  Amphi- 
bia, giving  rise  to  the  bladder.  In  the  case  of  terrestrial  animals 
(Amniota),  which  from  the  first  breathe  by  means  of  lungs, 
a  modification  and  reduction  of  the  branchial  vessels  and  allantois 
takes  place,  and  the  latter  may  even  disappear  entirely  (certain 
Reptiles  and  all  Birds)  (comp.  p.  308).1    In  the  third  case  the 

1  Concerning  the  amnion,  which  encloses  the  embyros  of  Sauropsida  and  Mam- 
malia, comp.  p.  10  and  Figs.  9  and  220. 
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embryo  undergoes  a  longer  intra-uterine  existence,  the  allantois 
coming-  into  close  connection  with  the'walls  of  the  uterus  by  means 
of  its  villi :  the  allantoic  vessels  extend  into  the  wall  of  the  uterus 
and  come  into  more  or  less  close  relations  with  the  maternal 
vessels,  thus  serving  for  the  respiration  and  nutrition  of  the  foetus 


Fig.  218. — Diagram  of  the  Venous  Circulation  in  the  Chick  during  the 
Later  Days  of  Incubation.    (After  Balfour. ) 

H,  heart;  VS.R,  right  precaval  ;  VS.L,  left  precaval ;  S.  V,  sinus  venosus :  the 
two  precavals  are  the  original  "ductus  Cuvieri  "  :  they  opeu  into  the  sinus 
venosus  ;  J,  jugular  vein  ;  SU.  V,  anterior  vertebral  vein  ;  W,  subclavian  ; 
V.G.I,  postcaval  ;  HP,  hepatic  veins  ;  BV,  ductus  venosus  ;  PV,  portal  vein  ; 
M,  mesenteric  vein  ;  Of,  vitelline  vein  ;  U,  allantoic  vein.  The  three  last- 
mentioned  veins  unite  together  to  form  the  portal  vein. 

In  this  way  arise  a  placenta  and  a  placental  circulation  (comp. 
pp.  10-12).  The  embryos  of  all  Mammals  except  Monotremes 
and  Marsupials  reach  this  high  stage  of  specialisation. 

The  allantois  then  no  longer  has  a  simple  sac-like  form,  but 
becomes  solid.    The  part  outside  the  body  of  the  foetus  disappears 
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Fig.  219,  A,  B,  C—  Diagram  of  the  Development  of  the  Paired  Venous 
System  of  Mammals  (Man).    (From  Gegenbaur.) 

A.  — Stage  in  which  the  cardinal  veins  have  already  disappeared.    Their  position  is 

indicated  by  dotted  lines.  , 

B.  — Later  stage,  when  the  blood  from  the  left  jugular  vein  is  carried  into  the  right 

to  form  the  single  precaval  ;  a  remnant  of  the  left  precaval  however  still 
remains.  .  . 

C— Stage  after  the  left  vertebral  vein  has  disappeared,  the  right  vertebral  remaining 
as  the  azygos  vein.  The  coronary  vein  remains  as  the  last  remnant  of  the  left 
precaval. 

/,  jugular  vein;  cs,  precaval,  s,  subclavian  veins;  <;,  posterior  cardinal  vein  ;  v, 
vertebral  vein  ;  az,  azygos  vein  ;  cor,  coronary  vein. 


Fig.  219,  D.— Diagram  of  the  Chief  Venous  Trunks  of  Man. 
(From  Gegenbaur. ) 

cs,  precaval  ;  s,  subclavian  vein  ;  ji,  internal  jugular  ;  je,  external  jugular  ;  az, 
.-  azygos  vein;  ha,  hemiazygos  vein;  c,  dotted  line  showing  previous  position 
of  cardinal  veins  ;  ci,  postcaval ;  r,  renal  veins  ;  il,  iliac  ;  liy,  hypogastric  veins  ; 
h,  hepatic  veins.     The  dotted  lines  show  the  position  of  embryonic  vessels 
aborted  in  the  adult. 


entirely  at  birth,  while  the  intra-abdominal  remains  of  it  give  rise 
in  part  to  a  solid  fibrous  cord,  the  urachus,  and  in  part  to  the 
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definitive  urinary  bladder  and  urethra.     Indications  of  the 
point  of  exit  of  the  allantois  and  vitello-intestinal  duct  (umbilical 
cord)  from  the  body-cavity  can  be  seen  in  the  adult  at  the  navel 
or  umbilicus,  which  represents  the  last  point  at  which  the 
body-walls  become  united. 


Fig.  220. — Diagrammatic  Section  through  the  Human  Gravid  Uterus. 

U,  uterus  ;  Tb,  Tb,  Fallopian  tubes  ;  UR,  uterine  cavity ;  Bv,  decidua  vera,  which 
at  Pu  passes  into  the  uterine  portion  of  the  placenta  ;  Br,  decidua  reflexa  ;  Pf, 
fcetal  portion  of  the  placenta  (chorion  frondosum,  Chf) ;  Chi,  chorion  laeve  ;  A,  A, 
the  cavity  of  the  amnion  filled  with  fluid  :  in  the  interior  of  the  amnion  is  seen 
the  embryo  suspended  by  the  twisted  umbilical  cord  ;  R,  heart ;  A,  aorta  ; 
cs,  precaval ;  ci,  postcaval ;  p,  portal  vein  ;  Al,  allantoic  (umbilical)  arteries  ; 
f,  the  liver,  perforated  by  the  umbilical  :vein  ;  D,  the  remains  of  the  yolk-sac 
(umbilical  vesicle). 


The  branchial  vessels  never  become  functional  as  Sicch,  in  any 
period  of  development  either  in  Mammalia  or  Sauropsida,  but  those 
which  persist  give  rise  to  important  vascular  trunks  of  the  neck, 
head  (carotids),  upper  extremity  (subclavian),  and  lungs  (pulmonary 
artery),  and  also  to  the  roots  of  the  aorta,  one  or  both  of  which  may 
remain  (comp.  Fig.  221,  A  to  D). 
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Fig.  221.— Diagram  showing  the  Transformations  of  the  Aortic  Arches— 
A,  in  a  Lizard  ;  B,  in  a  Snake  ;  C,  in  a  Bird  ;  and  D,  in  a  Mammal. 
(After  Katlike.)    (Seen  from  below.) 

A.  — a,  internal,  and  b,  external  carotid  ;c,  common  carotid  ;  d,  ductus  Botalli  between 

the  third  and  fourth  arches  ;  e,  right  aortic  arch  ;  /,  subclavian  ;  g,  dorsal  aorta  ; 
h,  left  aortic  arch  ;  i,  pulmonary  artery  ;  k,  rudiment  of  the  ductus  Botalli 
between  the  pulmonary  artery  and  the  aorta. 

B.  — a,  internal,  and  b,  external  carotid  ;  c,  common  carotid  ;  d,  right  aortic  arch  ; 

e, vertebral  artery ;  /,  left  aortic  arch  ;  h,  pulmonary  artery  ;  i,  ductus  Botalli 
of  the  latter. 

C.  — a,  internal,  and  b,  external  carotid  ;  c,  common  carotid  ;  d,  base  of  the  aorta ;  e, 

fourth  arch  of  the  right  side  (root  of  the  aorta)  ;  /,  right  subclavian  ;  g,  dorsal 
aorta  ;  h,  left  subclavian  (fourth  arch  of  the  left  side) ;  i,  pulmonary  artery  ;  k 
and  I,  right  and  left  ductus  Botalli  of  the  pulmonary  arteries. 

D.  — a,  internal,  and  b,  external  carotid  ;  c,  common  carotid  ;  d,  base  of  the  aorta  ;  c, 

fourth  arch  of  the  left  side  (aortic  root) ;  /,  dorsal  aorta  ;  g,  left  vertebral  artery  ; 
h,  left  subclavian  ;  i,  right  subclavian  (fourth  arch  of  the  right  side)  ;  k,  right 
vertebral  artery  ;  I,  continuation  of  the  left  subclavian  ;  in,  pulmonary  artery  ; 
n,  ductus  Botalli  of  the  latter. 


The  Hkaut  and  its  Vessels. 

Fishes. — While  the  heart  of  Amphioxus  is  not  specially 
differentiated,  as  it  is  in  the  Vertebrata,  that  of  Fishes  is  well 
developed,  and  is  situated  in  the  anterior  part  of  the  body-cavity, 
close  behind  the  head.  It  is  always  formed  on  the  same  type 
as  that  described  on  p.  269.1     In  it  may  be  distinguished  a 

1  There  is  no  truncus  arteriosus  in  Cyclostomi. 
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Fig.  222.— Hearts  of  Various  Fishes— A,  of  the  Hammer-headed  Shark 
{Zygoma  malleus) ;  B,  of  Silurus  glanis  j  C,  of  a  Selachian,  cut  open. 

In  A  and  B,  A,  A,  atria  ;  a,  a  (in  A),  auricular  appendages  ;  V,  ventricle  ;  Ba,  bulbus 

arteriosus  ;  tr,  ventral  aorta. 
In  C,  a,  a,  indicate  the  atrio-ventricular  valves,  and  b,  the  valves  in  the  conus 

arteriosus  (Ca)  ;  A,  atrium  ;  V,  ventricle. 

ventricle  (Fig.  222,  V)  and  an  atrium  (A),  the  latter  receiving- 
its  blood  from°a  sinus  venosus,  and  being  laterally  expanded 
to  form  the  appendices  auriculas  (A,  a,  a). 
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In  correspondence  with  the  different  function  winch  each 
portion  has  to  perform,  the  walls  of  the  atriuni  are  thin  while 
those  of  the  ventricle  are  much  stronger,  its  muscles  giving  rise 
in  the  interior  to  a  network  and  also  usually  to  a  series  oi 
large  trabecule;  this  holds  good  throughout  the  Vertebrata 

(Fig.  222,  C,  A).  n  ■     • ,  *u    '  +  • 

Between  the  ventricle  and  atrium,  at  the  margins  of  the  atrio- 
ventricular aperture,  membranous  valves  are  present ;  of  these 
there  are  usually  two,  but  this  number  may  be  increased  to  as 
many  as  six  (Fig.  222,  C,  a,  a).  Numerous  valves,  arranged  m  rows, 
are  present  in  the  muscular  t  rune  us  or  conus  arteriosus 
(Fi°\  222,  C,  Ca,  h) ;  these  are  most  numerous  in  Elasmobranchs  and 
Ganoids. '  There  is  a  tendency  however  for  the  posterior  ones,  or 
those  which  lie  towards  the  ventricle,  gradually,  to  undergo  reduc- 
tion. The  most  anterior  row  always  persists,  and  corresponds  to 
the  single  row  of  valves  between  the  ventricle  and  bulbus  in 
Teleostef.  Together  with  the  reduction  of  these  valves,  the  conus 
arteriosus  of  Teleosteans  also  becomes  reduced,  so  that  the  non- 
contractile  bulbus  arteriosus  usually  lies  close  against  the 
ventricle  (Fig.  222,  B,  Ba). 


91 

Fig.  223.— Diagram  of  the  Arterial  System  of  Fishes. 
H,  heart ;    c,  r},  anterior  and  posterior  cardinal  veins  ;  a,  branchial  arteries  ;  B, 
capillaries  of  the  branchial  vessels  ;  b,  branchial  veins  ;  ce,  circulus  cephalicus  ; 
ca,  carotids  ;  MA,  root  of  the  aorta  ;  A,  dorsal  aorta  ;  E,  artery  to  viscera 
(cajliaco-mesenteric)  ;  N,  renal  arteries. 

The  heart  of  Fishes  contains  venous  blood  only,  which  it  forces 
through  the  branchial  arteries  (Fig.  223,  a)  into  the  capillaries 
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?L  +1  gi  ^  '.^hcre  lt  becomes  oxygenated,  to  pass  thence 
into  the  branchial  veins  (Fig.  22&,  6).    The  manner  in  which 

desorS  d  r°°tS        10  fr°m  the  1&tter  has  abeady  been 

Dipnoi.— Li  the  Dipnoi,  as  in  Fishes  proper,  the  heart  lies  far 
forwards,  near  the  head.  In  correspondence  with  the  double  mode 
ot  respiration,  by  lungs  as  well  as  by  gills,  it  reaches  a  sta°-e  of 
development  mid-way  between  that  seen  in  Fishes  and  in  Amphi- 
bians. The  atrium  becomes  divided  into  two  chambers  by  a  septum 
as  does  also  the  ventricle  to  some  extent.    The  conus  arteriosus  is 


Fig.  224. — Diagram  of  the  Heart  and  Branchial  Vessels  of  Ceratodus. 

(Mainly  after  J.  E.  V.  Boas.) 

V,  ventricle  ;  A,  A1,  atria  ;  Co,  conus  arteriosus  ;  Ca  and  Cp,  anterior  and  posterior 
cardinal  veins  ;  DC,  ductus  Guvieri ;  I  to  IV,  branchial  arteries  ;  1  to  4,  branchial 
veins  ;  Ca,  carotid  ;  Ap,  pulmonary  artery  ;  RE,  capillaries  of  lung  ;  Yp,  pul- 
monary vein  ;  EA,  roots  of  the  aorta,  beginning  at  t ;  Ao,  dorsal  aorta. 

twisted  spirally  on  itself  (Fig.  224,  Go) :  in  Ceratodus  it  is  pro- 
vided with  eight  transverse  rows  of  valves,  and  begins  to  be  divided 
into  two  chambers.  In  ProtojDterus  this  division  is  complete,  so 
that  two  currents  of  blood,  an  arterial  and  a  venous,  pass  out 
from  the  heart  side  by  side  (Fig.  225,  a,  b).  The  former  conies 
from  the  pulmonary  vein,  from  which  it  passes  into  the  left 
atrium,  thence  into  the  left  ventricle,  and  so  to  the  two  anterior 
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branchial  arteries  (Fig.  225,  7,  II).  The  venous  current,  on  the 
other  hand,  passes  from  the  right  ventricle  into  the  third  and  fourth 
branchial  arteries  and  thence  to  the  corresponding  gills,  where  it 
becomes  purified ;  it  reaches  the  aortic  arches  by  means  ot  the 
branchial  veins  (III,  IV,  3,  £  BA).  The  pulmonary  artery 
(Ap)  arises  from  the  fourth  branchial  vein,  so  that  the  blood  is  thus 


HA 


Fig.  225.— Diagram  of  the  Branchial  Circulation  of  Protofterus. 

Co,  conus  arteriosus,  which  consists  of  two  divisions,  a  and  b  :  through  I  pure  arterial 
blood  passes  to  the  two  anterior  branchial  arteries  (/  and  II)  ■  through  a 
venous  blood  passes  to  the  two  posterior  branchial  arteries  (III  and  IF)  ;  3  and 
4  indicate  the  branchial  veins  and  capillaries  of  the  gills  ;  Ap,  the  pulmonary 
artery,  present  only  on  the  left  side  (?)  ;  BA,  arch  of  the  aorta  ;  Ao,  aorta  ; 
Ca,  carotid. 


once  more  purified  before  it  passes  by  means  of  the  pulmonary 
vein  into  the  left  ventricle.  In  Ceratodus  the  lung  is  supplied 
with  blood  from  the  cceliac  artery,  and  owing  to  the  fact  that  the 
longitudinal  valve  of  the  conus  is  incomplete,  the  blood  passing  to 
the  two  anterior  branchial  arteries  is  of  a  mixed  nature  (comp. 
Fig.  224, 1,  II). 

Amphibia. — With  the  exception  of  the  Gymnophiona,  in 
which  it  is  situated  some  distance  back,  the  heart  in  all  Amphi- 
bians lies  far  forwards,  below  the  anterior  vertebrae.  As  in  the 
Dipnoi,  there  is  a  more  or  less  complete  septum  atriorum  (that 
is,  the  septum  is  either  entire  or  fenestrated).  There  are  always 
two  fibrous  pocket-like  atrio-ventricular  valves,  which  are  con- 
nected with  the  walls  of  the  ventricle  by  cords. 

The  cavity  of  the  ventricle  is  unpaired,  and  neither  in  Urodela 
nor  Anura  shows  any  trace  of  a  septum,  so  that  the  blood  passing 
out  from  it  must  have  a  mixed  character  (Fig.  226).  The 
ventricle  is  usually  of  a  short  and  compressed  form,  but  is  more 
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elongated  in  Amphiuma,  Proteus,  and  the  Gy  mnophiona  It 
is  continued  anteriorly  into  a  conus  arteriosus,  as  in  Elasmo- 
branchs,  Ganoids,  and  Dipnoans ;  'this  has  usually  a  slight 
spiral  twist,  and  possesses  a  transverse  row  of  valves  at  either  end 
as  well  as  a  spiral  fold  extending  into  its  lumen.1  This  holds  good 
for  the  Axolotl,  Amblystoma,  Salamandra,  Amphiuma 
and  Siren.  In  others  {e.g.  Menobranchus,  Proteus,  Gymno- 
phiona),  retrogression  is  seen  in  a  lengthening  of  the  conns,  the 
disappearance  of  the  spiral  fold,  and  the  presence  of  only  a  single 
row  of  valves. 

In  Anura,  the  fold  lying  within  the  conus  extends  so  far 
back  that  no  undivided  portion  of  the  cavity  is  left.  The  conse- 
quence of  this  is  that  the  blood  in  one  section  of  the  branchial 


A  B 


Fig.  226. — Diagram  showing  the  Course  of  the  Blood  through  the  Heart 

in  Urodela  (A)  and  Anura  (B). 

A,  right  atrium  ;  A1,  loft  atrium  ;  V,  ventricle  ;  tr,  conus  arteriosus,  divided  in 
Anura  (B)  into  two  portions,  tr,  tr1 :  through  tr  venous  blood  passes  into  the 
pulmonary  arteries,  Apx,  Apx,  while  through  tr1  mixed  blood  goes  to  the  carotids, 
ci — cc,  and  to  the  roots  of  the  aorta,  BA  ;  Ir,  Iv,  pulmonary  veins  ;  v,  v, 
pre-  and  postcaval?  (only  one  precaval  is  indicated)  opening  into  the  right 
atrium. 

vessels — that  from  which  the  pulmonary  artery  arises — is  mainly 
venous,  while  the  others  contain  mixed  blood  (Fig.  226,  B) ;  for, 
owing  to  the  spongy  nature  of  the  ventricle,  there  is  no  time  for 
its  contained  blood  to  get  thoroughly  mixed  before  it  is  forced  into 
the  conus. 

As  in  the  Dipnoi,  four  branchial  arteries  arise  on  either  side 
from  the  short  conus  in  the  Amphibia,  which — taking  as  a  good 
type  the  larva  of  Salamandra — have  the  following  relations. 

The  three  anterior  branchial  arteries  pass  to  numerous  external 
gill-tufts,  where  they  break  up  into  capillaries  (Fig.  227, 1,  2,  3). 
From  the  latter  three  branchial  veins  (/to  III)  arise,  which  pass  to 
the  dorsal  side,  and  there  unite  on  either  side  to  form  the  aortic  roots. 
The  fourth  branchial  artery,  which  is  smaller  than  the  others  (J), 
does  not  pass  to  a  gill,  but  to  the  pulmonary  artery,  which  arises 

1  This  spiral  fold  is  to  be  looked  upon  as  derived  from  a  series  of  fused  valves. 
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from  the  third  branchial  vein  (Fig.  227,  4-,  Ap).  The  pulmonary 
artery  therefore  contains  far  more  arterial  than  venous  blood,  and 
thus  the  lungs  of  the  Salamander  larva,  like  the  air-bladder  ol 
Fishes,  can  have  no  important  respiratory  function.  > 

The  internal  carotid  (a)  arises  from  the  first  branchial  vein, 
towards  the  middle  line,  the  external  carotid  (ee)  coming  oil 
further  outwards.  „ 

The  latter,  as  it  passes  forwards,  becomes  connected  with  the  first 
branchial  arch  (1)  by  net-like  anastomoses  (t),  and  these  give  rise 
later  to  the  so-called  carotid  gland1  of  the  adult,  which  functions 
as  an  accessory  heart.  Direct  connections  exist  between  the  second 
and  third  branchial  arteries  and  the  corresponding  veins  (see  Fig. 


227,  a,  a). 


t 


Fig.  227.— The  Arterial  Arches  of  the  Larva  of  a  Salamander.  (Slightly 
diagrammatic. )    (After  J.  E.  V.  Boas. ) 

Ir,  conus  arteriosus  ;  1  to  3,  the  three  branchial  arteries ;  I  to  III,  the  corresponding 
branchial  veins  ;  4,  the  fourth  arterial  arch,  which  becomes  connected  with  the 
pulmonary  artery  (Ap) ;  a,  a,  direct  anastomoses  between  the  second  and  third 
branchial  arteries  and  branchial  veins  ;  cc,  external  carotid  ;  ci,  internal  carotid  ; 
t,  net-like  anastomoses  between  the  external  carotid  and  the  first  branchial 
artery,  which  give  rise  later  to  the  carotid  gland  ;  RA,  aortic  roots  ;  Ao,  dorsal 
aorta.    The  arrows  show  the  course  which  the  blood  takes. 


Towards  the  end  of  the  larval  period,  the  second  branchial  vein 
increases  considerably  in  relative  size,  and  the  fourth  arterial  arch 
also  becomes  larger.  By  a  reduction  of  the  anastomosis  with  the 
third  branchial  vein,  the  fourth  arterial  arch  furnishes  the  main 
amount  of  blood  for  the  pulmonary  artery,  and  the  latter  thus 
contains  far  more  arterial  than  venous  blood.  When  branchial 
respiration  ceases,  the  anastomoses  between  the  branchial  arteries 
and  veins  no  longer  consist  of  capillaries,  but  a  direct  connection 
between  them  becomes  established  (Fig.  228,  £,  3,  4-)-  Finally,  the 
connection  between  the  first  and  second  branchial  arches  disa.ppears, 

rThe  "carotid  gland  "  loses  its  character  as  a  rate  mirabile  (comp.  p.  292), 
and  in  the  adult  consists  simply  of  a  muscular  vesicle  with  septa  in  its  interior. 
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the  former  giving  rise  to  the  carotids  and  the  latter  forming  the 
large  aortic  root  (Fig.  228,  ce,  ci,  BA) ;  an  anastomosis  remains 
throughout  life,  however,  between  the  fourth  arch,  which  forms 
the  pulmonary  artery,  and  the  second  and  third  (Fig.  228).  This 
is  the  ductus  Botalli. 

The  third  arch  varies  greatly  in  its  development ;  it  may  be 
present  on  one  side  only,  or  even  may  be  entirely  wanting. 


CI 


-tr 


CO 


Fig.  228 


CO, 


■Arterial  Arches  of  an  Adult  Salamandra  maculosa,  shown  spread 
out.    (After  J.  E.  V.  Boas.) 

tr,  conus  (truncus)  arteriosus  ;  1  to  4,  the  four  arterial  arches  ;  ce,  external  caro- 
tid ;  cd,  carotid  gland  ;  ci,  internal  carotid  ;  the  fourth  arterial  arch,  which 
gives  rise  to  the  pulmonary  artery  (Ap),  has  increased  considerably  in  size  rela- 
tively, and  is  only  connected  by  a  delicate  ductus  Botalli  (t)  with  the  second  and 
third  arches  ;  liA,  root  of  the  aorta  ;  ce,  oesophageal  vessels. 


In  the  larvse  of  Anura  there  are  also  four  branchial  arteries 
present  on  either  side,  but  these  are  connected  with  the  correspond- 
ing veins  by  capillaries  only,  there  being  no  direct  anastomoses 
(compare  Fig.  227,  a,  a).  The  consequence  of  this  is  that  all  the 
blood  becomes  oxygenated. 

In  the  adult  Frog  the  third  arterial  arch  becomes  entirely 
obliterated,  and  the  first  is  completely  separated  from  the  second. 
In  other  points  the  arrangement  is  similar  to  that  seen  in  the 
Salamander. 

Reptiles. — As  in  all  Amniota,  the  heart  of  Reptiles  arises  far 
forwards  in  the  neighbourhood  of  the  gill-clefts,  but  on  the  forma- 
tion of  a  neck  it  comes  to  lie  much  further  back  than  is  the  case  in 
the  Anamnia.1  The  vagus  nerve,  which  supplies  the  heart,  is 
thus  correspondingly  elongated,  and  the  carotid  arteries  and  jugular 
veins  also  become  increased  in  length. 

The  principal  advance  in  structure  as  compared  with  the 

1  It  lies  furthest  forwards  in  most  Lizards  and  in  Chelonians,  while  in  Amphis- 
boenians,  Snakes,  and  Crocodiles  it  is  situated  much  further  back. 
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Amphibian  heart  is  seen  in  the  appearance  of  a  ventricular 
septum,  which  may  be  incomplete,  as  in  Lizards,  Snakes,  and 
Chelonians,  or  complete,  as  in  Crocodiles.1 

A  right  and  left  aortic  root  or  arch  (Fig.  229,  C,  t  and  *) 
are  always  present,  and  unite  to  form  the  dorsal  aorta.  Each 


Fig.  229. — A,  Heakt  of  Laccrta  muralis,  and  B, 
of  A  lauge  Varanus,  shown  out  open  ;  C, 

DlAGBAM  OP  THE  KEPTILIAN  HEART. 

V,  V1,  ventricles  ;  A,  A1,  atria  ;  tr,  Trca,  innomi- 
nate trunk  ;  1,  2,  first  and  second  arterial  arch  ; 
Ap,  Ap1,  pulmonary  artery  ;  Vp,  pulmonary- 
vein  ;  t  and  *,  right  and  left  aortic  arch  ;  MA, 
root  of  aorta ;  Ao,  dorsal  aorta  ;  Ca,  Co1,  carotids  ;  Asc,  As,  subclavian  arteries  ;  J, 
jugular  vein  ;  Vs,  subclavian  vein  ;  Ci,  postcaval.  These  three  veins  open  into  the 
sinus  venosus,  which  lies  on  the  dorsal  side  of  the  heart,  above  the  point  indicated 
by  the  letter  8.  In  the  diagram  C  the  pre-  and  postcavals  are  indicated  by  Vc, 
Ve,  only  one  precaval  being  represented. 

aortic  root  may  be  made  up  at  its  origin  of  two  arches,  anas- 
tomosing with  one  another  (Lacerta)  (Fig.  229,  A,  1,  2),  or  of  one 
only  (certain  Lizards,  Snakes,  Chelonians,  and  Crocodiles) 
(Fig.  229,  B,  BA,BA).  The  most  posterior  arterial  arch  gives 
rise  to  the  pulmonary  artery  (Ap)  (comp.  also  Fig.  221,  A,  B). 

1  A  small  aperture  of  communication  between  the  ventricles,  the  foramen 
Panizzfe,  exists  in  Crocodiles.  Near  it,  between  the  origin  of  the  left  aorta  and  the 
pulmonary  artery,  there  is  a  small  cartilage,  as  in  Chelonians. 
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The  blood  from  the  right  ventricle  passes  into  the  latter  as  well 
as  into  the  left  aortic  arch,  and,  according  as  the  septum  ventricu- 
lorum  is  complete  or  incomplete,  is  either  entirely  venous  (Croco- 
diles) or  mixed  (other  Reptiles,  Fig.  229,  C). 

The  valves  of  the  heart  have  undergone  a  considerable 
reduction  in  Reptiles  :  at  the  origin  both  of  the  aorta  and  of  the 
pulmonary  artery  there  is  only  a  single  row  ;  this  is  also  the  case 
in  all  other  Amniota. 

Birds  and  Mammals.— In  these,  the  atrial  and  ventricular 
septa  are  always  complete,  and  there  is  no  longer  any  mixture  of 
the  arterial  and  venous  blood.    The  ventricles  are  much  larger  than 


Fig.  230a. — Heart  of  the  Swan,  with  the  Right  Ventricle  cut  open. 

Via,  ventral  wall  of  right  ventricle  turned  on  one  side,  thus  putting  the  atrio-ven- 
tricular  valve — which  arises  by  two  muscular  folds,  a  and  b — on  the  stretch  ; 
f,  point  of  insertion  of  these  folds  on  the  ventral  wall  of  the  ventricle  :  above  c 
is  the  atrio-ventricular  aperture  ;  S,  septum  ventrieulorum  ;  *,  *,  *,  the  three 
semilunar  valves  of  the  pulmonary  artery  ;  V,  left  ventricle. 


Fig.  230b.— Transverse  Section  through  the  Right  (Vd)  and  Left  ( Vg) 
"Ventricle  of  Grits  cinerca. 

S,  septum  ventrieulorum. 

the  atria,  and  their  muscular  walls  are  strongly  developed  and  very 
compact.  This  is  particularly  the  case  in  the  left  ventricle,  on  the 
inner  wall  of  which  the  papillary  muscles  are  well  developed  : 
the  left  ventricle  is  partially  surrounded  by  the  right,  the  cavity 
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of  the  latter  having  a  semilunar  transverse  section,  and  its  walls 
beincr  much  thinner  than  those  of  the  other  (Fig.  230b,  Vd,  V g). 

In  both  Mammals  and  Birds  the  blood  from  the  head  arid 
body  passes  by  means  of  the  precavals  and  postcaval  into  the  right 
atrium,  as  does  also  that  from  the  walls  of  the  heart  through  the 
coronary  vein  :  the  right  atrium  is  separated  from  the  right 
ventricle  by  means  of  a  well-developed  valve.  In  Birds,  the  latter 
(Fig.  230a,  a,  b,  c,  t)  is  very  large  and  entirely  muscular,  while  in 
most  Mammals  it  consists  of  three  membranous  lappets  (tricuspid 
valve),  to  which  are  attached  tendinous  cords  (chordae  ten- 
dinete),  arising  from  muscular  processes  (musculi  papillares) 
of  the  walls  of  the  heart. 

In  both  Birds  and  Mammals  the  left  atrio-ventricular  aperture 
is  provided  with  a  valve  consisting  of  two  membranous  folds,  called 
the  bicuspid  or  mitral  valve:  three  semilunar  pocket-like 
valves  are  also  present  at  the  origins  of  both,  pulmonary  artery 
and  aorta  (Fig.  230A,  *,*,*). 

As  regards  the  origin  of  the  great  vessels,  Birds  are  distinguished 
from  Mammals  by  the  fact  that  in  them  the  right  (fourth)  arterial 
arch  persists,  while  in  Mammals  the  left  remains  as  the  aortic 
arch  ;  the  corresponding  arch  of  the  other  side  in  both  cases  gives 
rise  to  part  of  the  suhcLa.YL&n  artery.  Thus  in  bo  th  Birds 
and  Mammals  there  is  only  a  single  aortic  arch.  As  in 
Amphibians,  the  posterior  arterial  arch  gives  rise  in  both  eases 
to  the  pulmonary  artery  (comp.  Fig.  221,  C,  D). 

Amongst  the  more  important  points  in  the  development  of  the 
heart  may  be  mentioned  the  fact  that  at  first  the  two  atria  freely 
communicate  with  one  another  by  means  of  the  foramen  ovale, 
through  which  the  blood  from  the  postcaval  passes  into  the  left 
ventricle. 


Fig.  231. — Five  Different  Modes  of  Origin  of  the  Great  Vessels  from 
the  Arch  of  the  Aorta  in  Mammals. 

Ao,  aortic  arch  ;  tb,  brachiocephalic  trunk  ;  c,  carotids  ;  s,  subclavians. 


Great  variations  are  seen  in  the  mode  of  origin  of  the  carotids 
and  subclavians  from  the  arch  of  the  aorta  in  Mammals.  Thus 
there  may  be  a  brachiocephalic  trunk  on  either  side  (Fig. 
231,  A),  or  an  unpaired  common  brachiocephalic,  from  which 
the  carotid  and  subclavian  of  one  or  both  sides  arise  (B,  C,  E),  or, 
finally,  a  common  trunk  of  origin  for  the  carotids,  the  subclavians 
arising  independently  on  either  side  of  it  (D). 


288 


COMPAB  ^TIVE  AN  ATOM  V. 


Arterial  System.' 

It  lias  already  been  mentioned  that  in  all  Vertebrates  there 
is  a  large  sub-vertebval  vessel  running  in  the  longitudinal  axis 
of  the  body,  called  the  aorta  (Figs.  215  and  223^4),  and  that 
this  is  formed  by  the  union  of  the  branchial  vessels.  From  the 
latter  are  also  formed  the  carotids,  which  go  to  the  head  and 
neck:  of  these,  the  internal  carotid  passes  mainly  into  the 
cranial  cavity,  and  supplies  the  brain  with  blood,  while  the  ex- 
ternal carotid  goes  to  the  external  parts  of  the  head  (face, 
tongue,  and  muscles  of  mastication). 

The  origin  of  the  subclavian  artery,  which  supplies  the 
anterior  extremity,  is  very  inconstant,  being  sometimes  symme- 
trical, sometimes  asymmetrical.  It  arises  either  in  the  region 
of  the  branchial  vessels,  or  from  the  roots  or  main  trunk  of  the 
aorta  (Fig.  215,  Sb,  and  Figs.  232  and  233,  So).  Extending 
outwards  towards  the  free  extremity,  the  subclavian  passes  into 
the  axillary  artery,  and,  on  reaching  the  upper  arm,  becomes 
the  brachial  artery.  This  finally  divides  into  two  branches 
for  the  fore-arm — the  radial  and  ulnar  arteries;  in  the  hand 
these  give  rise  respectively  to  the  deep  and  superficial  palmar 
arches,  as  well  as  to  the  digital  arteries. 

In  the  dorsal  aorta  a  thoracic  and  an  abdominal  portion 
can  be  distinguished,  and  from  them  arise  intercostal,  lumbar, 
and  intestinal  arteries,  supplying  the  body- walls  as  well  as 
the  thoracic  and  abdominal  viscera.  The  intestinal  arteries  may 
again  be  divided  into  two  principal  groups,  namely,  those  which 
supply  the  intestinal  tract  with  its  appendages  (liver  and  pancreas) 
and  the  spleen,  and  those  which  go  to  the  urinogenital  organs. 
The  branches  of  all  these  vary  greatly  both  in  number  and 
relative  size ;  thus,  for  instance,  there  is  sometimes  a  single 
cceliaco-mesenteric  artery  (Fig.  232,  Cm),  sometimes  a 
separate  cceliac,  and  one  or  more  mesenteric  arteries.  The  renal 
and  genital  arteries  also  vary  in  number  and  arrangement. 

The  abdominal  aorta  is  continued  posteriorly  into  the  caudal 
aorta,  which  usually  lies  within  a  canal  formed  by  the  ven- 
tral arches  of  the  vertebras  (Fig.  232,  Aoc,  and  Fig.  233,  C)  ; 
the  degree  of  its  development  naturally  corresponds  to  the  size  of 
the  tail.  In  cases  where  the  latter  is  rudimentary,  as  in  Anthro- 
poids and  Man  for  instance,  the  caudal  aorta  is  spoken  of  as  the 
median  sacral  artery,  and  the  aorta  here  appears  to  be  directly 
continued,  not  by  it,  but  by  the  common  iliac  arteries,  which 
pass  outwards  into  the  pelvic  region  (Fig.  232,  lie). 

Each  common  iliac  artery  becomes  divided  into  an  internal 
iliac,  or  hypogastric,  supplying  the  viscera  of  the  pelvis,  which 
is  derived  from  the  embryonic  allantoic  artery,  and  an  exter- 
nal iliac  which  is  continued  into  the  crural,  and  supplies  the 
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Fig.  232. — The  Arterial  System  of  Salamandra  maculosa. 

HA,  roots  of  the  aorta  ;  Ao,  Ao,  dorsal  aorta  ;  Bo,  subclavian  artery,  from  which  the 
cutaneous  artery  (Ou)  arises :  the  latter  anastomoses  posteriorly  with  the  epigastric 
artery  E ;  Ov,  ovarian  arteries  ;  Cm,  cceliaco-mesenteric  ;  H,  hepatic  artery  ;  I,  /,  I, 
intestinal  arteries  passing  to  the  small  intestine  ;  If,  M,  rectal  (hajmorrhoidal) 
arteries  ;  B,  B,  renal  arteries  ;  lie,  common  iliac  ;  Cr,  crural  artery  ;  Hy,  hypo- 
gastric artery  ;  A,  A,  vesical  (allantoic)  arteries  ;  Aoc,  caudal  aorta  ;  P,  pharynx 
and  oesophagus ;  m,  stomach  ;  p,  pancreas  ;  I,  liver  ;  d,  d,  small  intestine  ;  c, 
rectum  ;  Bl,  urinary  bladder  ;  01,  cloaca. 
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Fig.  233.— The  Arterial  System  of  Emys  europcea. 

Tr,  trachea  ;  Br,  Br,  the  two  bronchi  ;  m,  stomach  ;  d,  d,  small  intestine  ;  e,  large 
intestine  ;  Ap,  pulmonary  artery  ;  Cac,  common  carotids  ;  Tr,  Oe,  tracheal 
and  oesophageal  branches  ;  So,  subclavian  artery  ;  Vcr,  vertebral  artery  ;  RA, 
roots  of  the  aorta  ;  Ao,  dorsal  aorta  ;  Co,  Go1,  and  Me,  coaliaco-mesenteric  artery, 
which  here  arises  as  a  bundle  of  separate  vessels  ;  UG,  urinogenital  arteries  ;  Cr, 
crural  artery  ;  E,  epigastric  artery  ;  H,  hypogastric  artery  ;  Is,  sciatic  artery  ; 
MB,  rectal  arteries  ;  C,  caudal  aorta. 
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hinder  extremity  (Fig.  232,  Be,  Hy,  Gr).  In  some  cases  the ^internal 
and  external  iliacs  come  off  separately  from  the  aorta.  The 
nction  of  the  external  iliac  may  be  largely  taken  by  a  sciatic 
artery  arising  separately  from  the  aorta  or  _  iliac  artery  in  the 
peMc  region  (Birds,  and  to  a  less  extent  in  Reptiles)  (comp. 

FlgThe8,main  vessels  branch  out  in  the  limb  in  a  manner 
essentially  similar  to  that  already  described  for  the  anterior 
extremity. 


Venous  System 

The  numerous  phases  of  development  through  which  the 
venous  system  passes  are  very  instructive.  %  > 

The  cardinal  veins,1  which  open  into  the  ductus  Cuvien,  have 
been  already  described,  and  it  is  only  necessary  to  add  that  in 
Fishes  there  is  a  renal-portal  system  interposed  between  the 
posterior  cardinals  and  the  caudal  vein,  the  latter  dividing  up  into 
capillaries  in  the  kidney.  The  vessels  returning  the  venous  blood 
from  the  alimentary  canal,  the  pancreas,  and  the  spleen,  also 
divide  up  into  capillaries  in  the  liver  (hepatic  portal  system). 
The  blood  passes  out  from  the  latter  by  the  hepatic  veins  into  the 
postcaval,  whence  it  is  conducted  into  the  right  auricle.2 

From  the  Amphibia  onwards  the  postcaval  becomes  of  in- 
creasing importance ;  it  receives  the  blood  from  the  kidneys  and 
o-enerative  organs,  as  well  as  that  from  the  posterior  extremities, 
pelvis,  and  body-walls.  The  posterior  cardinals  decrease  propor- 
tionately, and  become  to  a  certain  extent  lost. 

The  unpaired  anterior  abdominal  (allantoic)  vein  plays 
a  great  part  in  Reptiles  and  Amphibians :  it  arises  mainly  from 
the  crural  vein  of  either  side,  and  to  a  lesser  degree  also  from 
the  veins  of  the  urinary  bladder ;  it  then  passes  along  the  ventral 
body-walls  to  the  liver,  where  it  anastomoses  with  the  portal 
system,  a  small  branch  sometimes  (e.g.  Frog)  going  to  the  heart. 
In  Birds  and  Mammals  the  allantoic  vein  has  an  important  function 
in  the  embryo,  but  becomes  obliterated  on  the  atrophy  of  the 
allantois  at  the  close  of  foetal  life :  it  seems,  however,  to  be  retained 
throughout  life  in  Echidna  (Beddard). 

From  Birds  onwards  a  renal-portal  system  no  longer  appears ; 
but  a  hepatic  portal  system  persists  in  all  the  higher  Vertebrates. 

1  It  is  interesting  to  note  the  almost  lacunar  condition  of  the  veins  in  many 
Elasmobrancha  :  the  two  posterior  cardinals,  for  instance,  unite  in  the  middle  of 
the  body-cavity  to  form  a  large  simis,  with  which  others  bringing  back  the  blood 
from  the  generative  organs  are  connected. 

2  In  the  Skate  a  largo  lateral  vein  lies  along  the  outer  side  of  the  body-cavity 
mi  either  side,  and  receives  the  blood  from  the  pectoral  fins,  abdominal  walls,  and 
iliac  region.  A  similar  vein  has  been  found  in  embryos  of  other  Elasmobrancbs 
(e.g.  Scymnus,  Acanthias,  Mustelus),  and  it  seems  highly  probable  that  it  corresponds 
to  the  vein  of  the  primitive  lateral  (in-folds  (T.  J.  Parker)  (comp.  pp.  85  and  86). 
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The  two  anterior  cardinal  veins  give  rise  to  the  right  and 
left  precavals  and  to  the  jugular 'veins.  In  Monotremes  and 
Marsupials,  as  well  as  in  many  Rodents  and  Insectivores  both 
precavals  persist  throughout  life ;  but  in  other  Mammals  the  main 
part  of  the  left  disappears,  all  the  blood  from  the  head  and  anterior 
extremities  passing  into  the  right :  this  explains  how  it  is  that 
the  left  azygos  gives  up  its  connection  with  the  left  precaval  and 
unites  by  means  of  transverse  anastomoses  with  the  right  precaval. 

Most  of  the  veins  are  provided  with  valves,  which  are 
adapted  to  prevent  the  reflux  of  the  blood :  they  have  the  form 
of  semilunar  folds  of  the  internal  coat,  and  each  is  usually  made 
up  of  two  folds,  placed  opposite  to  one  another. 


Retia  Mirabilia. 

By  this  term  is  understood  the  sudden  breaking-up  of  a  venous 
or  arterial  vessel  into  a  cluster  of  fine  branches,  which,  by  anasto- 
mosing with  one  another,  give  rise  to  a  capillary  network ;  the 
elements  of  this  network  may  again  unite  to  form  a  single  vessel. 
The  earlier  condition  maybe  described  as  a  unipolar,  the  later  as 
a  bipolar  rete  mirabile.  If  it  is  made  up  of  arteries  or  of  veins 
only,  it  is  called  a  rete  mirabile  simplex;  if  of  a  combination 
of  both  kinds  of  vessels,  it  is  a  rete  mirabile  duplex. 

The  retia  mirabilia  serve  to  retard  the  flow  of  blood,  and  thus 
cause  a  change  in  the  conditions  of  diffusion.  They  are  extremely 
numerous  throughout  the  Vertebrate  series,  and  are  found  in  the 
most  varied  regions  of  the  body,  as,  for  instance,  in  the  kidneys 
(glomeruli), — where  their  above-mentioned  function  is  most  clearly 
seen; — on  the  ophthalmic  branches  of  the  internal  carotid;  on 
the  pseudobranchia  of  Fishes ;  along  the  intercostal  arteries  of 
Cetacea ;  on  the  mesentery  of  Man ;  on  the  portal  vein  ;  on  the 
vessels  of  the  air-bladder  of  Fishes ;  and  along  the  caudal  portion 
of  the  vertebral  column  in  Lizards  and  Blindworms.  In  the  last- 
mentioned  case  they  are  relatively  very  large,  and  probably  have 
to  do  with  the  power  these  animals  have  of  reproducing  the  tail 
when  it  is  lost  (comp.  p.  43).  A  well-developed  bipolar  rete 
mirabile  may  also  be  seen  on  the  dorsal  wall  of  the  pharynx  in 
the  Frog. 


Lymphatic  System. 

In  the  Anamnia  and  Reptilia  the  lymphatic  vessels 
occur  mainly  alongside  the  great  blood-vessels,  as  well  as  on  the 
bulbus  arteriosus  and  ventricle,  and  lie  in  the  connective-tissue 
surrounding  these  structures.  Numerous  independent  lymphatic 
vessels  are  also  found  in  Fishes,  arising  from  a  capillary  network 
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under  the  skin,  and  extending  into  the  intermuscular  septa 
and  the  bases  of  the  fins.  The  intestinal  tract  and  the  viscera 
generally,  of  Sharks  and  Skates,  are  especially  well  provided  with 
fymphatic  vessels.  Elasmobranchs,  moreover  possess  a  aige 
number  of  small  lymph-hearts  communicating  with  delicate 
venous  networks.  Lymph-hearts  are  also  to  _  be  met  with  in 
Amphibians,1  Reptiles,  and  Birds,  but  are  fewer  m  number  m  tne 
two  last-mentioned  groups  than  in  the  first;  they  are  either  con- 
fined to  the  posterior  end  of  the  body  (pelvic  region),  or,  as  in 
the  Fro",  are  present  also  between  the  transverse  processes  ot  the 
third  and  fourth  vertebrae.  Their  walls  are  capable  of  rhythmical 
contraction,  owing  to  the  presence  of  muscular  fibres,  bimilai 
structures  are  not  known  to  be  present  in  Mammals. 

Laro-e  lacunar  lymph-sinuses  are  present  under  the  skm  ot 
tailless  °Amphibia,  and  the  skin  is  thus  only  loosely  attached  to 
the  underlying  muscles.  These  subcutaneous  lymph-sinuses  are 
connected  with  those  of  the  peritoneal  cavity.  Amongst  the  latter 
the  subvertebral  lymph- sinus  is  of  great  importance  m 
Fishes  and  Amphibia:  it  surrounds  the  aorta  and  is  connected 
with  the  (mesenteric)  sinus  lying  amongst  the  viscera,  into  which 
the  lymphatic  vessels  of  the  intestine  open.  In  Fishes  there  is  also 
a  large  longitudinal  lymphatic  trunk  lying  within  the  spinal  canal. 

The  higher  we  get  in  the  animal  series  the  more  commonly  are 
lymphatic  trunks  with  independent  walls  to  be  met  with; 
thus  from  Birds  onwards  a  large  longitudinal  subvertebral  trunk 
(the  thoracic  duct)  is  always  present.  In  Mammals  this  arises 
in  the  lumbar  region,  where  it  is  usually  dilated  to  form  the 
cisterna  or  receptaculum  chyli;  it  receives  the  lymph  from 
the  posterior  extremities,  the  pelvis,  and  the  urinogenital  organs, 
as  well  as  the  lac  teals  or  lymphatics  of  the  intestines.  _  In 
Mammals  it  opens  anteriorly  into  the  left,  and  in  Sauropsida  into 
both  left  and  right  brachiocephalic  veins.  The  lymphatics  of  the 
head,  neck,  and  anterior  extremities  open  into  the  same  veins. 

The  lymphatic  vessels  of  Birds  and  Mammals  are,  like  the 
veins,  provided  with  valves,  the  arrangement  of  which  allows  the 
lymph- stream  to  pass  in  one  direction  only,  and  that  a  forward 
one. 

The  lymph,  like  the  blood,  consists  of  two  elements,  a  fluid 
(plasma)  and  cells  (lymph-corpuscles,  leucocytes).  The  latter 
have  been  already  mentioned  and  their  important  physiological 
function  indicated  in  the  chapter  on  the  alimentary  canal.  We 
have  seen  that  they  migrate  from  the  solitary  follicles  and  Peyer's 
patches  through  the  mucosa  into  the  lumen  of  the  gut ;  and  the 
same  thing  occurs  with  the  leucocytes  of  the  so-called  tonsils. 
These  appear  to  be  present  only  in  Mammals,  and  have  the  form 

J  In  Salamandra  maculosa  and  Siredon  piscifonnis,  eight  to  twelve  lymph-hearts 
are  present  under  the  skin  along  the  sides  of  the  body  and  tail,  at  the  junction  of  the 
dorsal  and  ventral  body-muscles.  - 
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of  a  paired  organ  lying  on  either  side  ,of  the  fauces,  that  is  in  the 
region  where  the  mouth  passes  into  the  pharynx:  they  consist  of 
a  retiform  (adenoid)  connective-tissue  ground-substan/e  enclosing 
fomdeT  °    lymph-COrPUScles>  wbich  a™  arranged  in  so-called 

Lymphoid  tissue  plays  a  very  important  part  in  the  body-cavity 
of  Fishes  and  Amphibia.  Apart  from  the  alimentary  canal  it  is 
present  m  considerable  quantity  in  the  region  of  the  urinary  and 
genital  glands  which  are  often  regularly  embedded  in  it  (e.g.  Dipnoi) 
Ine  mass  of  lymphoid  tissue  on  the  heart  of  the  Sturgeon  and 
possibly  also  the  so-called  « fat-bod  ies  "  of  Amphibia  and  Rep- 
tiha,  and  the  "  hibernating  gland  "  of  certain  Rodents,  may  be 
placed  in  this  category.  J 

The  agglomeration  of  a  number  of  these  follicles  gives  rise  to 
those  structures  which  are  spoken  of  as  "lymphatic  glands" 
These  are  always  interposed  along  the  course  of  a  lymphatic 
trunk  so  that  an  afferent  and  efferent  vessel  to  each  can  be  dis- 
tinguished. They  probably  appear  first  in  Birds,  and  are  most 
numerous  in  Mammals,  where  they  are  present  in  abundance  in 
various  regions  of  the  body ;  they  differ  greatly  in  size. 

The  spleen,  which  is  present  in  almost  all  Vertebrates,  is 
closely  related  to  these  structures.  It  usually  lies  near  the 
stomach,  though  it  is  occasionally  met  with  in  other  regions  of 
the  intestinal  tract,  as,  for  instance,  at  the  commencement5  of  the 
rectum  (Anura,  Chelonia).  In  some  cases  {e.g.  Sharks)  it  is  broken 
up  into  a  number  of  smaller  constituents. 

Both  the  lymphatic  glands  and  the  spleen  have  to  do  with  the 
formation  of  lymph-cells,  but  their  complete  physiological  function 
is  as  yet  by  no  means  clear. 
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I.  URINOGE NIT AL  ORGANS. 


The  unnogenital  organs  of  all  Vertebrates  arise  in  the  region 
of  the  dorsal  body- wall,  right  and  left  of  the  middle  line. 

The  first  part  to  be  developed  isanunsegmentedand  paired 
duct,  which  arises  from  the  somatic  mesoblast,  and  runs  parallel 
to  the  long  axis  of  the  body.  This  duct  opens  anteriorly  into 
the  body-cavity  by  means  of  one  or  more  ciliated  funnel-shaped 
apertures,  which  communicate  with  it  by  means  of  convoluted 
tubes.  The  latter  constitute  the  pronephros  or  head-kidney; 
they  are  formed  as  outgrowths  of  the  tube  itself,  which  opens 
posteriorly  into  the  cloaca,  and  which  is  known  as  the  segmental 
or  pronephric  duct. 

The  pronephros,  as  far  as  is  known,  is  always  present  in  types 
with  a  larval  development  (i.e.  all  Fishes  except  Elasmobranchs,  and 
Amphibians),  but  it  is  usually  only  transitory.  In  other  types 
(Elasmobranchii  and  Amniota)  it  is  practically  absent,  or  at  any  rate 
never  has  any  physiological  function.1  The  segmental  duct,  how- 
ever, persists,  and  serves  to  carry  off  the  products  of  excretion  from 
a  second  series  of  glandular  segmental  tubules,  which  appear  later, 
and  constitute  the  mesonephros  or  Wolffian  body.  This 
also  consists  of  a  series  of  segmentally-  arranged  ciliated  tubules 
or  nephridia,  lying  transversely  to  the  longitudinal  axis  of  the 
body,  which  arise  as  buds  from  the  peritoneal  epithelium, 

1  Mikalovica  lias  lately  shown  that  the  primitive  excretory  organ  in  the  embryos 
of  the  Lizard,  Duck,  and  Fowl  consists  of  two  parts,  an  anterior  and  a  posterior.  The 
former  consists  of  a  number  of  vesicles,  the  cavities  of  which  in  a  certain  stage  of 
development  communicate  on  one  hand,  by  means  of  funnels,  with  the  coelome,  and 
on  the  other  with  the  cavities  of  the  mesoblastic  somites.  The  posterior  portion  of 
the  organ  arises  as  a  series  of  primitively  solid  structures  in  the  mesoblastic  tissue, 
which  do  not  communicate  either  with  the  ccelome  or  with  the  cavities  of  the  somites. 
The  segmental  duct  arises  on  the  outer  and  dorsal  side  of  this  apparatus,  all  the 
constituent  parts  of  which  give  rise  later  to  hollow  tubules,  which  come  to  open  into 
the  segmental  duct,  and  in  each  of  which  a  glomerulus  is  formed.  Mikalovics  con- 
siders that  the  anterior  part  of  the  organ  corresponds  to  the  pronephros  of  the 
Anamnia,  and  the  hinder  part  to  the  mesonephros.  Sedgwick  has  also  found  traces 
of  a  pronephros  in  chick  embryos.  We  may  hope  for  confirmation  of  these  views  ill 
further  researches. 
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and  only  secondarily  communicate  with  the  segmental 
duct  (Tiff  234a  to  C,  and  Fig.  235). 

Each  pronephric  and  mesonephric  tubule  is  made  up  of  the 
following  portions  (see  Fig.  234a)  :-(l)  a  funne  f cdiated 
aperture!  communicating  with  the  body-cavity  Peritonf^Xr£ 
nephrostome,  Fig.  234a,  ST) ;  (2)  a  rounded  mass  of  capillaries 


Fig.  234a.— Diagram  of  the  (Secondary)  Connection  of  the  Mesonephric 
Tubules  with  the  Segmental  Duct  (SG). 

The  two  anterior  tubules  are  already  connected  with  the  duct,  while  the  two  posterior 

have  not  yet  reached  so  far. 
ST,  nephrostome  ;  M,  glomerulus ;  DS,  coiled  glandular  tubule  ;  ES,  terminal 

portion  of  latter. 


Unr 


Fig.  234b;— Horizontal  Section  through  an  Embryo  of  Lacerta  aqilis. 

(After  M.  Braun.) 

Pep,  peritoneal  epithelium  ;  Sg.bl,  segmental  vesicles  ;  Uw,  mesoblastic  somites. 


(glomerulus)  (M),  arising  from  the  renal  artery,  which  lies  within 
an  expanded  portion  of  the  tubule— the  Malpighian  capsule, 
the  outer  wall  of  which  is  pushed  in  to  receive  it ;  (3)  a  coiled 
glandular  tubule  (JDS);  and  (4)  a  terminal  portion  (JES) 
connecting  the  latter  with  the  segmental  duct  (SG).  (Comv 
also  Fig.  235.)  v  *' 
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Thus  the  primitive  urinary  system,  besides  its  main  function  of 
excreting  waste  products  by  means  of  the  epithelial  cehs  serves 
also  to  conduct  the  peritoneal  fluid  from  the  body 

Ihis  secondary  urinary  system,  or  mesonephros,  is  of  neatest 
importance  m  the  Anamnia :  in  most  Fishes  it  serves  exclusiveTy 
as  a  unnary  organ  but  m  others  (most  Elasmobranchs)  it  also 
takes  on  certain  relations  to  the  generative  apparatus,  giving 
use  to  the  parorchis,  parovarium,  and  to  other  more  or  less 


Fig.  234c— The  Entire  Excretory  System  of  the  Embryo  of  Hyhdes 
martinicensis  (3  millimetres  long).    (After  E.  Selenka.) 

A,  urinary  bladder  ;  c,  stalk  of  the  latter  which  communicates  with  the  intestine  ; 
Gl,  glomerulus  of  the  pronephros  ;  P,  peritoneal  epithelium  ;  8,  S-shaped  eon- 
volutions  of  the  segmental  duct ;  Vg,  segmental  duct ;  W,  ciliated  regions  of 
the  peritoneal  epithelium  ;  zz,  urinogenital  cord  (formative  region  of  the 
mesonephric  vesicles  ;  1,  2,  3,  the  three  csecal  processes  of  the  right  and 
left  pronephros,  with  their  branches  ;  a,  a,  apertures  of  the  proucphiic 
ducts  into  the  bladder  ;  u,  rudiments  of  the  anterior  urinary  tubules,  in  the  form 
of  solid  cords  ;  v>  to  m4,  urinary  tubules  ;  r,  r,  apertures  of  the  urinary  tubules 
into  the  segmental  duct  (Vg1,  Vg'1),  which  thus  becomes  the  duct  of  the 
mesonephros. 


rudimentary  organs  of  secondary  importance.  Nevertheless,  it 
may  remain  as  the  permanent  urinary  organ  (Elasmobranchs, 
Amphibians1),  or  may  entirely  disappear  as  such  (Amniota) ;  in  the 
latter  case,  a  third  series  of  tubules  are  formed,  giving  rise  to  the 

'  The  glands  formed  by  the  posterior  urinary  tubules  in  Elasmobranchs  and 
Urodeles  which  give  rise  to  the  functional  excretory  organs,  and  which  may  be 
provided  with  special  ureters,  are  considered  by  Balfour  to  be  the  equivalents  of  the 
kidneys  proper  (metanephros)  of  Amniota  (comp.  Fig.  238). 


URLN0GEN1TAL  ORGANS. 


299 


kidney  proper  (metanephros  >),  together  with  its  special  duct, 

the  ureter.2  i      1 1 

The  generative  cells,  that  is,  the  ova  and  seminal  cells, 
have  a  similar  origin  throughout  Vertebrates.  They  become  dif- 
ferentiated from  the  peritoneal  epithelium.  This  germinal 
epithelium  arises  on  the  dorsal  side  of  the  body-cavity,  on  either 


Fig.  235.— Diagrammatic  Transverse  Sections  of  the  Body  of  a  Lowei: 
Vertebrate,  to  show  the  Kelations  of  the  Segmental  Organs.  (After 
Hensen. )    The  right  side  of  the  figure  represents  a  later  stage  than  the  left. 

m,  spinal  cord  ;  Sp,  ganglion  of  a  spinal  nerve  ;  MP,  muscle-plate  ;  D,  wall  of  intes- 
tine ;  Ch,  notochord  ;  WG,  Wolffian  duct ;  A,  aorta  ;  K,  germinal  epithelium  : 
above  K  on  the  left  side  is  seen  the  peritoneal  aperture  of  a  segmental  tubule  : 
Gl,  Malpighian  capsule,  shown  on  the  left  side  arising  as  an  expansion  of  a 
urinary  tubule,  and  on  the  right  in  a  fully-formed  condition,  containing  a 
glomerulus,  and  communicating  with  the  segmental  duct  by  means  of  the  convo- 
luted tubule  ;  M,  Miillerian  duct  in  process  of  formation  ;  X,  cellular  trabecule 
growing  out  from  the  Malpighian  capsule  into  the  generative  gland  (K). 


side  of  the  mesentery,  and  the  adjacent  mesoblastic  stroma  pene- 
trates into  it  (comp.  Fig.  235,  K).  The  primitive  germinal  cells 
are  at  first  entirely  undifferentiated,  so  that  it  is  impossible  to 

1  According  to  the  researches  of  Mikalovics  the  mesonephros  does  not  disappear, 
as  such,  suddenly,  but  its  greater  part  remains  functional  together  with  the 
metancphros  for  some  time  :  in  Lizards,  for  instance,  it  only  becomes  reduced  after 
the  first  winter's  sleep,  that  is,  in  the  second  year.  Thus,  to  a  certain  extent,  inter- 
mediate stages  exist  between  the  condition  of  things  seen  in  the  Anamnia  and 
Amniota  respectively.  At  one  time  Amniota  must  have  existed  in  which  the  meso- 
nephros served  as  the  main  excretory  organ  throughout  life,  but  on  the  appearance 
of  the  metanephros  it  became  no  longer  needed,  and  was  gradually  reduced. 

2  The  metanephric  duct  arises  in  the  form  of  a  paired  canal,  which  grows  out  from 
the  Wolffian  duct  at  the  point  where  the  latter  opens  into  the  cloaca.  Its  anterior 
end  then  comes  into  relation  with  a  series  of  segmental  tubules,  provided  with 
glomeruli,  and  the  posterior  end  loses  its  connection  with  the  Wolffian  duct,  and 
comes  to  communicate  with  the  allantois  (urinary  bladder). 
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say  which  will  give  rise  to  spermatozoa,  and  which  to  ova  In 
the  course  of  further  development,  this  differentiation  takes  place 
and  the  germinal  epithelium  comes  into  relation  with  the  meso- 
nephros,  as  already  mentioned.  The  final  result  is  the  formation 
of  a  male  or  a  female  generative  gland,  i.e.  a  testis  or  an  ovary. 

The  mode  of  development  of  the  ova  and  spermatozoa  is  briefly  as  follows  •— 
a-r"J  cells  .°*  ^  germinal  epithelium  grow  inwards  amon«st  the 
stroma  ot  the  ovary  m  the  form  of  clustered  masses  :  some  of  these  increase 
m  size  more  than  the  others,  and  give  rise  to  the  primitive  ova,  while  the 
.smaller  cells  form  an  investment  or  follicle  round  them,  and  servo  as  a 
nutritive  material.  The  investing  cells  multiply,  and  in  Mammals  a  cavity 
containing  a  fluid  is  formed  in  the  middle  of  each  follicle  (Graafian  follicle) 
(see  Fig.  254)  :  the  main  mass  of  the  follicular  cells  which  enclose  the  ovum 
project,  as  the  discus  proligerus  (Fig.  254,  D),  into  the  cavity  of  the 
lolhcle.  When  ripe,  the  ovum,  surrounded  by  its  vitelline  membrane,  comes 
to  the  surface  of  the  ovary  and  breaks  through  its  walls  into  the  abdominal 
cavity  ;  it  then  passes  into  the  Fallopian  tube  by  means  of  the  cilia  on  the 
fimbriated  aperture  of  the  latter.  A  certain  amount  of  blood  is  poured  out 
through  the  broken  ends  of  the  vessels  in  the  stroma  of  the  ovary  into  the 
cavity  of  the  Graafian  follicle  in  which  the  ovum  lay  :  this  "  wound  "  then 
closes  up,  and  its  contained  blood  undergoes  fatty  degeneration,  and  <dves  rise 
to  a  body  of  a  yellow  colour,  known  as  the  corpus  luteum. 

Spermatozoa.— As  in  the  case  of  the  female,  primitive  germinal  cells 
can  be  at  first  distinguished  in  the  development  of  the  male  generative  elements. 
The  nucleus  of  the  larger  of  these  gives  rise  to  the  main  part  of  the  so-called 
"head"  of  the  spermatozoon,  while  the  surrounding  protoplasm  becomes 
differentiated  to  form  the  motile  "  tail,"  which  serves  as  "an  organ  of  propulsion. 
Either  each  of  the  primitive  germinal  cells  forms  one  spermatozoon  only, 
or  a  division  of  its  nucleus  into  several  portions  takes  place,  and  the  cell 
divides  up  into  several  spermatozoa.  But  there  is  no  important  difference 
between  these  two  modes  of  development,  for  in  both  cases  we  have  to  do  with 
a  simple  cell-division.  Thus  each  spermatozoon  is  really  the  mor- 
phological equivalent  of  an  ovum,  so  that  an  absolutely  similar 
and  equal  portion  from  either  parent  is  concerned  in  the 
production  of  the  embryo.1 

In  order  to  understand  the  general  relations  of  the  urinogenital 
organs  as  a  whole,  we  must  now  consider  briefly  the  canals  which 
carry  off  the  generative  products. 

In  Cyclostomi  and  a  very  few  other  Fishes  the  generative 
products  are  simply  shed  from  the  ovary  or  testis  into  the  body- 
cavity,  whence  they  pass  to  the  exterior  by  means  of  the  abdo- 
minal pores  (see  p.  265).  This  is  probably  to  be  looked  upon 
as  the  most  primitive  condition. 

In  all  other  Vertebrates  except  bony  Fishes,  a  canal,  called  the 
Miillerian  duct,  is  formed  in  the  female.  This  either  becomes 
split  off  from  the  segmental  duct  (Elasmobranchs,  Amphibia),  or 
arises  independently  as  an  involution  of  the  peritoneum  near  the 
latter  (Amniota).2 

1  It  must  be  remembered  that  the  process  of  fertilisation  has  to  do  essentially 
with  the  fusion  of  the  nuclei  only  of  the  male  and  female  cells  (Weismanri  and 
Van  Beneden).    (Comp.  pp.  3  and  4.) 

2  According  to  Mikalo vies,  the  Miillerian  duct  arises  in  the  Lizard,  Duck,  and  Chick 
as  a  solid  mesodermal  rod,  .and  thus  has  originally  no  connection  with  the  ccclome. 
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In  the  first  case  the  other  product  of  the  segmental  duct  or 
so-called  secondary  mesonephric  duct,  serves  pnmari  y  in  he 
male  as  the  urinogenital  duct  (Ley dig  b  duct)  and  in  the 
female  simply  as  the  urinary  duct  (Figs.  237,  238A  and  B, 
w.d,  vd,  and  240,  A,  B,  Iff,  Iff  (Ur).  . 

In  the  second  case,  the  entire  primary  mesonephric  duct  gives 
rise  in  the  male   to   the  seminal   duct  (Fig.  236,  O,  Vd,) 


A 


B 


Fig.  236. — Diageam  Exhibiting  the  Relations  of  the  Female  (A)  and  of  the 
Male  (C)  Reproductive  Organs  to  the  General  Plan  (B)  of  these 
Organs  in  the  Higher  Vertebrata. 

JIG,  Mullerian  duct ;  Ut,  uterus  ;  Ot,  abdominal  aperture  of  the  Fallopian  tube  ; 
Vg,  vagina  ;  Vm,  uterus  masculinus  ;  GM,  hydatid  of  Morgagni ;  W G,  Wolffian 
duct  ;  Gg,  Gartner's  duct  ;  Vd,  vas  deferens  ;  Be,  ductus  ejaculatorius  ;  Vs, 
vesicula  seminalis  ;  Urn,  mesonephros  ("Wolffian  body)  ;  Po,  parovarium  ;  Ep, 
epididymis  ;  g,  genital  gland  ;  Ov,  ovary  ;  Ho,  testis ;  N,  kidney  ;  Ur,  ureter  ; 
B,  urinary  bladder  ;  <S'w,  urinogenital  sinus  ;  CI,  cloaca  ;  Ba,  gland  of  Bartho- 
lini ;  GD,  Cowper's  gland  ;  Pr,  Pr,  prostate  gland  ;  B,  rectum  ;  Ggl,  copulatory 
organ.    (In  Fig.  A  the  clitoris  is  indicated,  but  not  lettered.) 

(Wolffian  duct 1  or  vas  deferens),  while  in  the  female  it 
usually  becomes  rudimentary,  and  is  then  spoken  of  as  Gartner's 
duct  (Fig.  236,  A,  Og).  The  metanephric  duct  or  ureter 
(Fig.  236,  Ur)  (which  is  possibly  confined  to  the  Amniota),2  serves 
to  carry  off  the  products  of  urinary  excretion  in  both  sexes. 

1  The  term  Wolffian  duct  is  used  to  describe  the  duct  of  the  mesonephros  after 
the  formation  of  the  Mullerian  duct,  whether  the  latter  is  developed  independently 
or  not.  a  Comp.  note  on  p.  298. 
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The  MullenaD  duct  (Fig.  236,  B,  MG)  of  the  female  gives  rise 
to  the  oviduct,  and  m  Mammals  becomes  distinctly  differentiated 
into  three  portions,— a  Fallopian  tube,  a  uterus,  and  a  vagina 
the  latter  of  which  opens  to  the  exterior  (Fig.  236,  A  Ot  Ut  Vo) 
The  Fallopian  end  of  the  oviduct  always  opens  into  the  abdominai 
cavity  by  a  ciliated  funnel-shaped  aperture.  This  abdominal  aper- 
ture represents  the  only  connection  between  the  body-cavity  and 
the  exterior  m  the  Amniota,  where  the  nephrostomes  no 
longer  appear  in  the  course  of  development.1 

In  the  male,  the  Mullerian  duct  is  always  developed,  but 
plays  no  important  part,  coming  into  the  category  of  rudiment- 
ary organs.  It  will  be  further  treated  of  together  with  the 
generative  organs  in  a  later  chapter. 
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Fishes  and  Dipnoi.— The  Myxinoids  retain  throughout 
life  a  functional  pronephros  which  is  provided  with  numerous 
peritoneal  apertures  and  a  limited  number  of  glomeruli. 

In  Petromyzon  slight  rudiments  of  the  pronephros  of  the 
larva  (Ammoccetes)  alone  persist,  and  themesonephros  with  its 
(segmental)  duct  becomes  the  functional  urinary  organ. 

In  the  Teleostei  the  pronephros  may  possibly  persist  in 
some  cases,  but  further  researches  are  necessary  on  this  point.  The 
mesonephros  constitutes  the  main,  if  not  the  entire,  excretory 
organ  of  the  adult,  and  consists  of  a  narrow  band  varying  in  size, 
which  lies  on  the  dorsal  side  of  the  body-cavity,  between  the  verte- 
bral column  and  the  air-bladder.3  Secondary  fusions  between  the 
organ  of  either  side  often  occur,  and  this  is  also  true  of  Ganoids. 
The  urinary  du  ct  in  both  groups  probably  represents  the  primary 
segmental  duct,  and  may  lie  more  or  less  freely,  or  be  embedded  in 
the  substance  of  the  kidney.  Posteriorly  the  two  ducts  usually  fuse 
together  and  become  expanded  to  form  a  kind  of  urinary  bladder, 
which  has  evidently  nothing  to  do  with  the  similarly-named  organ 
(allantoic  bladder)  of  Amphibia  and  Amniota  (comp.  p.  273).  The 
"bladder"  usually  opens  behind  the  anus, — either  independently, 
or  together  with  the  genital  ducts, — by  a  simple  pore,  or  on  the 
summit  of  a  urinogenital  papilla. 

The  splitting  of  the  segmental  duct  into  a  Wolffian  and  a 
Mullerian  duct  is  not  known  to  occur  in  Teleostei;  in  Elasmo- 
br  an  ch  s  this  differentiation  does  take  place,  and  at  the  same  time  a 

1  For  a  different  view  see  Mikcilovics  in  the  notes  on  pp.  296  and  300. 

2  No  urinary  organ  is  at  present  known  to  exist  in  Amphioxus. 

3  The  delicate  glistening  threads  from  which  the  nest  of  the  Sea-Stickleback 
(Spinachia  vulgaris)  is  made  are  formed  as  a  secretion  of  the  urinary  tubules,  which 
undergo  a  change  of  function  at  the  breeding-season.  The  secretion  is  mucin,  which 
becomes  hard  in  water  (Mobius). 
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division  of  the  mesonephros  into  an  anterior  and  a  posterior  section 
may  be  observed  (comp.  Figs.  237,  pd,  and  238,  m.d,  w.d,  s.t).  In 


Fig  237  —Diagram  of  the  Primitive  Condition  of  the  Kidney  in  an 
Elasmobranch  Embryo.    (After  Balfour. ) 
vd  segmental  duct :  it  opens  at  o  into  the  body-cavity,  and  its  other  extremity  ecus- 
'  munieates  with  the  cloaca;  x,  line  along  which  the  division  appears  which 
separates  the  segmental  duct  into  Leydig's  (Wolffian)  duct  above,  and  the 
Mfillerian  duct  below  ;  s.t,  segmental  tubes  :  they  open  at  one  end  m  the  body- 
cavity,  and  at  the  other  into  the  segmental  duct. 


Fig.  238a. — Diagram  of  the  Arrangement  of  the  Urinogenital  Organs  in 
an  Adult  Female  Elasmobranch.    (After  Balfour.) 

m.d,  Mfillerian  duct;  w.d,  Leydig's  (Wolffian)  duct;  d,  ureter;  s.t,  segmental 
tubes :  five  of  them  are  represented  with  openings  into  the  body-cavity  :  the 
posterior  segmental  tubes  form  the  mesonephros  ;  ov,  ovary. 


nt1  t  <l 

Fig.  238h. — Diagram  of  the  Arrangement  of  the  Urinogenital  Organs  in 
an  Adult  Male  Elasmobranch.    (After  Balfour.) 

m.d,  rudiments  of  Mfillerian  duct;  w.d,  Leydig's  (Wolffian)  duct,  marked  vd  in 
front,  and  serving  as  vas  deferens  ;  s.t,  segmental  tubes  :  two  of  them  are 
represented  wilh  openings  into  the  body-cavity  ;  d,  ureter  ;  t,  testis  ;  nt,  canal 
at  the  base  of  the  testis  ;  VE,  vasa  efferentia ;  Ic,  longitudinal  canal  of  the 
Wolffian  body. 

the  male,  the  former  comes  into  connection  with  the  genital  gland 
(Fig.  238b,  VE,  nt,  t),  and  its  tubules  open  directly  into  the 
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\Yolrhan  duct;  while  the  latter,  which  persists  as  the  permanent 
kidney  (comp.  note  on  p.  298),  empties  its  secretion  by  means  of 
separate  ducts  into  the  Wolffian  duct,  which  thus  serves  to  conduct 
both  urinary  and  genital  products.  In  the  female  (Fig.  238a) 
the  genital  gland  has  no  connection  with  the  Wolffian  duct,  and 
the  ova  pass  to  the  exterior  by  means  of  the  Miillerian  duct. 

A  narrower  anterior,  and  a  broader  middle  and  posterior  portion  can 
usually  be  distinguished  in  the  kidneys  of  Elasmobranchs.  The  outer  border 
is  usually  notched,  and  this,  together  with  the  arrangement  of  the  nephro- 
stomes  m  the  embryo,  points  to  the  original  segmental  arrangement  of  the 
organ.  The  segmental  character,  however,  disappears  later  on  ;  in  the  adult 
the  nephrostomes  are  without  exception  much  less  numerous  than  the  vertebra; 
of  this  region,  but  their  number  and  size  varies  much  in  different  "enera  and 
even  in  individuals. 

The  kidneys  of  Sturgeons  appear  to  show  many  points  of 
similarity  to  those  of  Elasmobranchs ;  further  investigations  are, 
however,  necessary  before  their  relations  can  be  fully  explained, 
and  the  same  may  be  said  with  regard  to  the  kidneys  of  Dipnoans 
and  bony  Ganoids.  In  the  Dipnoi,  the  existence  of  nephrostomes, 
although  not  proved,  is  very  probable ;  the  urinary  organ  of  these 
animals  corresponds  to  the  mesonephros.  In  Ceratodus,  the  duct, 
lies  freely  in  a  peritoneal  fold,  while  in  Protopterus  it  is  embedded 
in  the  substance  of  the  kidney.  In  both  forms  the  kidney 
is  lobulated;  it  is  relatively  much  smaller  in  Ceratodus  than  in 
Protopterus.  The  lobes  do  not  correspond  to  the  segmentation 
of  the  vertebral  column. 

A  close  examination  of  the  organ  which  has  usually  been  spoken  of  as  the 
kidney  in  Teleostei  and  Ganoids  shows  that  a  larger  or  smaller  portion  of  it 
— more  particularly  the  anterior  part — consists  of  an  adenoid  or  lymphoid 
substance. 

Amphibia. — -In  these,  the  most  primitive  condition  is  met 
with  in  the  Gymnophiona,  in  which  the  kidneys  (Fig.  239, 
Ni)  consist  of  long  narrow  varicose  bands,  usually  extending  from 
the  heart  to  the  anterior  part  of  the  cloaca,  which  latter  is  often 
much  elongated.  In  the  embryo  they  consist  of  definite  masses, 
which  are  arranged  segmentally  (that  is,  correspond  with  the 
segmentation  of  the  vertebral  column),  and  in  each  of  them  a 
glomerulus,  a  nephrostome,  and  an  excretory  duct  can  be 
distinguished  (compare  Fig.  234a). 

This  condition  sometimes  persists  in  the  anterior  portion  of  the 
kidney,  while,  owing  to  secondary  processes  of  growth,  as  many  as 
twenty  nephrostomes  are  later  on  met  with  in  a  single  body- 
segment.  The  number  of  nephrostomes  in  the  entire  kidney  may 
amount  to  a  thousand  or  more. 

As  regards  the  urinary  duct  and  the  relations  of  the  entire 
renal  apparatus  to  the  generative  organs,  the  Gymnophiona  in  all 
essential  points  resemble  other  Amphibians. 
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The  kidneys  of  Urodela  and  Anura  lie  in  the  usual  position 
on  the  dorsal  side  of  the  body-cavity ;  in  the  former  they  are  band- 
like and  more  extended  longitudinally  than  in  the  latter,  m  which 


Fig.  239. — The  Entire  Viscera  of  Siphonops  annulatus  (9  )  in  situ.  (The  body- 
wall  is  slit  up  along  the  median  ventral  line,  and  its  two  halves  reflected.) 

Intestinal  tract. — Oes,  cesophagus  ;  Mg,  stomach;  Drt,  DdY,  small  intestine; 
Dda,  large  intestine  ;  CI,  cloaca  ;  Bl,  Bl1,  the  anterior  larger  and  posterior 
smaller  end  of  the  urinary  bladder ;  Leb,  liver  ;  Bls\  gall-bladder  ;  Pan,  pan- 
creas ;  M,  spleen  ;  Per,  peritoneum  (gastro-hepatic  omentum). 

Urinogenital  organs.—  Ov,  Ov,  ovaries;  Mg,  Mg,  Miillerian  duets  (oviducts); 
Ni,  Ni,  kidneys  ;  Ur,  ureter. 

Respiratory  organs. — L,  well-developed  right  lung  ;  L1,  rudimentary  left  lung  ; 
Tra,  trachea. 

Organs  of  circulation. — Ve,  ventricle;  At,  atrium;  Ba,  conus  arteriosus  ;  Ao, 
aorta  ascendens  of  left  side  :  that  of  the  right  is  not  specially  indicated  ;  Aod, 
aorta  descendens  of  left  side  ;  Ap,  Ap,  pulmonary  artery  ;  Vp,  pulmonary  vein  ; 

Vn,  vein  receiving  blood  from  the  urinogenital  organs,  the  muscles  of  the  bach, 
and  the  vertebral  canal ;  J,  jugular  vein  ;  Ci,  postcaval  ;  Dc,  ductus  Cuvieri  : 

V  cp,  Vep,  hepatic  portal  veins. 

they  are  shorter  and  more  compact,  and  confined  to  the  middle 
portion  of  the  ccelome. 

In  Urodeles  they  always  consist  of  a  narrow  anterior,  and  a 
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broader  and  more  compact  posterior  portion.  The  latter  gives  rise 
to  the  functional  kidney  (Fig.  240,  N),  while  the  former  becomes 
connected  in  the  male  with  the  generative  organs.   Delicate  ducts, 


Fig  240  — Diagram  of  the  Urinogenital  System  of  a  Male  (A)  and  Female 
'  (B)  Urodele  ;  founded  on  a  preparation  of   Triton  tmniaius.  (After 
J.  W.  Spengel.) 

So  testis  •  Ve,  Ve,  vasa  efferentia  of  testis,  which  fall  into  the  longitudinal  canal  of 
'  the  Wolffian  body,  +  ;  a,  collecting  tubes  of  the  mesonephros,  which  fall  into 
the  Wolffian  (urinogenital  or  Leydig's)  duct  [lg,  lg);  the  latter  serves  in  the 
female  (Fio-  B,  lg)  simply  as  the  urinary  duct  (Ur) ;  the  system  of  the  vasa 
effe-entia  (testicular  network)  is  here  rudimentary  ;  mg,  trig"  (Od),  Mullenan 
duct  •  Ot  peritoneal  aperture  of  latter  in  the  female  ;  Ov,  ovary  ;  GN,  anterior 
sexual  portion  of  kidney  (parorchis  of  the  male)  ;  N,  posterior  non-sexual  portion 
of  kidney. 

or  vasa  efferentia,  pass  out  from  the  testis  (Fig.  240,  A,  Ho  Ve, 
Ve)  into  the  substance  of  the  anterior  portion  of  the  kidney,  and  there 
open  into  the  urinary  tubules;  they  may  either  enter  the  kidney 
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direct,  or  else  open  first  into  a  longitudinal  collecting  duct  (t),  from 
which  fine  canals  pass  to  the  urinary  tubules  Thus  the  semmal 
fluid  passes  through  the  nephridia  as  well  as  through  the  Wolffian 
duct,  which  serves  as  a  urinogenital  duct  (Fig.  240,  A,  Lg,  a). 

In  Urodela  and  Anura  of  both  sexes  the  Wolffian  duct  opens 
separately  on  either  side  into  the  cloaca,  receiving  first,  m  Urodeles, 
a  number  of  ducts  from  the  posterior  part  of  the  kidney. 

The  urinary  bladder,  which  is  usually  bilobed,  opens  on  the 
ventral  wall  of  the  cloaca  opposite  to  the  urinogenital  apertures. 
The  morphological  signification  of  the  bladder  has.  already  been 
explained  in  the  chapters  on  the  alimentary  canal  and  vascular 
system  (pp.  231  and  273). 

Slight  indications  of  a  segmental  arrangement  are  found  only 
in  the  anterior  sexual  portion  of  the  kidney  of  Urodeles  ;  in  the 
posterior  part,  and  in  the  entire  kidney  of  Anura,  all  traces  of 
segmentation  have  disappeared.  In  both  cases,  however,  the 
uephrostomes  remain  throughout  life  in  great  numbers  on  the 
ventral  surface  of  the  kidney,  which  is  covered  over  by  the 
peritoneum. 

The  nephrostomies  are  connected  with  the  urinary  tubules  in  larval  Anura, 
but  later  on  they  become  separated  from  them,  and  open  into  the  renal-portal 
vein.  In  consequence  of  this  change  of  function,  for  such  it  must  be  con- 
sidered, the  body-cavity  of  adult  Anura  serves  as  a  closed  lymph-sinus, 
as  in  the  Amniota  ;  the  peritoneal  fluid,  which  in  the  larva  was  carried  to  the 
exterior  and  lost,  is  in  the  adult  poured  into  the  general  circulation,  like  the 
rest  of  the  lymph. 

Reptiles  and  Birds. — In  these,  as  in  all  other  Amniota,  the 
mesonephros,  so  far  as  it  is  retained  beyond  the  embryonic  period, 
is  entirely  separate  from  the  functional  excretory  apparatus ;  this 
consists  of  a  metanephros.  entirely  wanting  in  nephro- 
stomies (compare  p.  298). 

The  metanephros  never  extends  so  far  along  the  body-cavity  as 
does  the  mesonephros ;  as  a  rule  it  has  the  form  of  a  small  compact 
or  lobulated  organ,  usually  lying  within  the  posterior  half  of  the 
body-cavity,  or  even  entirely  confined  to  the  pelvic  region ;  it  has 
the  latter  position,  for  instance,  in  most  Reptiles  (Fig.  241,  iV)  and 
all  Birds  (Fig.  242,  N).  The  posterior  end  of  the  kidney,  which  is 
generally  narrower  than  the  rest,  may  even  extend  under  the  root 
of  the  tail,  as  in  Lace rta,  in  which  region  there  is  a  fusion  of  the 
organ  of  either  side. 

Thus,  according  to  the  position  of  the  kidneys,  the  ureters 
either  do  not  extend  any  distance  along  the  body-cavity,  or  they 
may  have  a  longer  or  shorter  free  course.  The  latter  is  the  case, 
for  instance,  in  Crocodiles,  and  more  especially  in  Birds  (Fig. 
242,  Ur)\  in  the  last-named  the  kidneys  lie  closely  embedded 

)  In  Anura  the  Wolffian  ducts  pass  some  distance  independently  along  the  body- 
cavity,  m  correspondence  with  the  position  of  the  kidneys  ;  in  the  male  each  is  often 
provided  with  an  enlargement,  the  vesicula  seminalis. 
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within  the  pelvis,  and  their  ventral  flattened  surface  is  usually 
tabulated,  and  often  penetrated  by  deep  furrows  and  clefts  in  which 
the  veins  he  embedded  (Fig.  242,  V,  V)  ■  their  posterior  ends  may 
iuse  together  in  the  middle  line,  as  in  Lizards. 

_  There  is  not  always  a  perfect  symmetry  between  the  organ  of 
either  side,  and  this  is  most  marked  in  Snakes,  i a  which  the 


Fig.  241.— Excretory  Apparatus  of  Monitor  indicus. 

The  right  kidney  is  shown  in  its  natural  position,  while  the  left  is  turned  on  its 
longitudinal  axis,  so  that  the  ureter  and  the  collecting  tubes  are  visible.  The 
urinary  bladder  is  not  represented. 

N,  N,  kidneys  ;  SG,  collecting  tubes  which  open  into  the  ureter  (Ur,  Ur2) ;  Ur1 
aperture  of  ureter  into  the  cloaca. 


greatly  lobulated  kidneys,  like  those  of  limbless  Lizards,  are 
elongated,  narrow,  and  band-like,  in  correspondence  with  the  form 
of  the  body  . 

A  urinary  bladder,  arising  from  the  ventral  wall  of  the 
cloaca,  is  present  in  Lizards  and  Chelonians ;  it  is  usually  bilobed, 
as  in  Amphibia,  and  so  points  to  a  primitively  paired  condition. 
A  bladder  is  wanting  in  Snnkes,  Crocodiles,  and  Birds. 

Mammals. — The  kidneys  of  Mammals  are  proportionately 
small,  and  lie  on  the  quadratus  lumborum  muscle  and  ribs.  They 
usually  possess  a  convex  outer,  and  a  concave  inner  border;  the 
latter  is  called  the  hilum,  and  at  this  point  the  ureters  arise  and 
the  blood-vessels  enter.  The  expanded  proximal  portion  of  the 
ureter  is  divided  up  to  form  one  or  more  calyces  (Fig.  243,  Go), 
into  which  small  papilliform  processes  of  the  pyramids  (see 
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n         nroiect  ■  on  the  summits  of  these  the  urinary  tubules  open 
J  arv  ^  rmber  (between  Pr  and  Ca).    The  calyces  are .contou- 
rs with  a  large  cavity  in  the  widened  portion  of  the  ureter  called 
the  pelvis  {Pi),  and  from  this  the  ureter  (Z7r)  passes  backwards  to 


Fig.  242. — Male  Urinogenital  Apparatus  of  Heron  (Ardca  cinerea). 
N,  kidneys  ;  Ur,  ureter,  opening  into  the  cloaca  (Cc)  at  Sr ;  Bo,  testis  ;  Ep,  epi- 
didymis ;  Vd,  vas  deferens,  which  opens  at  Vd>  on  a  papilla  in  the  cloaca  ; 

V,  V,  furrows  on  the  ventral  surface  of  the  kidney  in  which  veins  lie  embedded  ; 
Ao,  aorta ;  BF,  bursa  Fabricii,  which  opens  into  the  cloaca  at  BF\ 


open  into  the  bladder  on  its  dorsal  side,  sometimes  nearer  the  apex, 
sometimes  towards  the  fundus. 

The  urethra,  arising  from  the  bladder,  is  always  short  in  the 
female,  while  in  the  male  it  is  drawn  out  into  a  long  tube  which 
extends  through  the  penis,  and  is  lined  by  erectile  tissue  (corpus 
spongiosum)  (comp.  p.  329). 

The  definitive  kidney  (metanephros)  is  greatly  lobulated  in 
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the  embryo;  this  condition   may  remain  throughout  life  (e  q 
Cetacea,  Pmnipedia  Ursus,  Lutra,  Bos),  or  the  lobes  may  become 
more  or  less  completely  united.    In  the  latter  case  the  original 
division  into  lobes  may  still  be  recognised  more  or  less  plainly 
internally.    A  section  of  the  kidney  shows  an  inner  layer  the 


Fig.  243. — Diagrammatic  Longitudinal  Section  through  the  Kidney  of  a 

Mammal. 

R,  R,  cortical  substance  ;  31,  31,  medullary  substance  arranged  in  pyramids  (Pr)  : 
between  the  latter  the  cortical  substance  extends  in  the  form  of  the  columns  of 
Bertmi  (B,  B)  ;  Oa,  calyces ;  Pe,  pelvis ;  Ur,  ureter. 


medullary  substance,  arranged  in  the  form  of  wedges, — 
the  urinary  pyramids, — and  an  outer  layer,  or  cortical 
substance,  extending  as  the  columns  of  Bertini  between  the 
pyramids  (Fig.  243,  R,  B).  The  pyramids  correspond  roughly  to 
the  embryonic  lobes  of  the  kidney,  though  several  lobes  may  fuse 
together  in  one  pyramid. 

The  glomeruli  as  well  as  the  coiled  tubules,  which  are  surrounded  by  a 
network  of  blood-capillaries,  lie  in  the  cortical  substance,  while  the  so-called 
straight  tubules  occur  principally  in  the  pyramids,  where  they  gradually 
anastomose  to  form  larger  collecting  tubes. 

Concerning  the  morphological  relations  of  the  urinary  bladder  of 
Mammals,  comp.  p.  274. 


GENERATIVE  ORGANS. 

In  Amphioxus  the  generative  "glands"  or  gonads  remain  for 
a  long  time  in  an  undifferentiated  condition  as  regards  sex.  They 
have  a  marked  segmental  arrangement,  and  each  portion  opens 
separately  into  the  peribranchial  cavity,  whence  the  generative 
products  pass  to  the  exterior  through  the  atrial  pore. 

Fishes. — Specially  differentiated  generative  ducts  are  wanting 
in  Cyclostomes,  as  well  as  in  Eels,  female  Salmonidae, 
and  Lsemargus  borealis  (an  Elasmobranch).  In  these  cases, 
both  sperm  and  ova  are  shed  directly  into  the  body-cavity,  whence 
they  pass  out  through  the  abdominal  pores  (see  p.  265.) 
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ThP  generative  gland  of  Cyclostomes  consists  of  a  long  un- 
paired  OS  -  Tended  to  the  dorsal  wall  of  the  body-cavity  by 
T  old  of  peritoneum,  the  mesoarium  or  ™80r.chium'  " J  ! 
ca  e  may  be.  In  other  Fishes,  the  gonads  are  only  exceptional  by 
unpaS  and  even  then,  this  is  only, a  secondary  condition^  in 
all  other  Vertebrates  they  are  also  originally  paired.  There  is 
usually  a  want  of  symmetry  observable  between  the  organ  of  the 
right  £  left  sides,  a^d  that  of  one  side  may  even  entirely  d^appear, 
as  in  Ammodytes  tobianus,  Cobitis  barbatula,  and  others. 
Secondary  fusions  may  also  take  place.  .  , 

The  ovaries  and  testes  of  Teleostei  closely  correspond  with 
one  another  as  regards  position  and  the  arrangement  of  their 
ducts  The  ovary  usually  forms  an  elongated  sac,  which  is  blind  an- 
teriorly and  on  the  inner  walls  of  which  the  ova  arise;  this  sac  is 
continued  backwards  to  form  the  oviduct.  The  latter,  which  is 
generally  short,  as  a  rule  fuses  with  its  fellow  to  form  an  unpaired 
canal;  this  opens  either  on  a  level  with  the  integument  or  on 
a  papilla,  which  may  become  elongated  to   form  a   tube  or 

^The^testis  of  Teleosteans  is  elongated,  and  often  lobulated  in 
form  Its  duct,  which  is  often  intensely  white,  opens  between  the 
rectum  and  the  urinary  aperture,  after  uniting  with  its  fellow  to 
form  an  unpaired  canal. 

In  cases  where  traces  of  copulatory  organs  or  other  accessory  structures- 
winch  are  spoken  of  as  "  seminal  vesicles,"  or  «  prostates,"— are  present  they, 
like  the  so-called  urinary  bladder,  have  nothing  whatever  to  do  with  the 
similarly-named  structures  of  higher  Vertebrates. 

In  the  above  description  the  terms  "  Miillerian  "  and  "  Wolffian 
ducts"  have  been  purposely  avoided,  for  it  is  very  doubtful 
whether  the  generative  ducts  of  Teleostei  are  in  any  way  homo- 
logous with  them,  and  further  investigations  are  necessary  to  decide 
the  question  (comp.  note  on  p.  313). 

In  by  far  the  greater  number  of  Elasmobranchs  the  ovaries 
are  paired,  and  this  is  always  the  case  as  regards  the  oviducts, 
which,  unlike  those  of  Teleosteans,  are  always  separate  from  the 
ovaries,  and  correspond  to  the  Miillerian  ducts.  Their  anterior 
portion  has  a  common  opening  into  the  body-cavity,  and  further 
back  each  is  provided  with  a  so-called  "oviducal  gland."  The 
anterior  part  of  the  oviduct  is  always  narrower  and  more  delicate 
than  the  posterior,  which  dilates  to  form  a  kind  of  uterus,  in 
which  (when  the  shark  is  viviparous)  the  embryo  undergoes 

1  In  the  genus  Girardinus,  which,  like  many  other  Fishes  (numerous  Elasmo- 
branchs for  instance),  brings  forth  its  young  alive,  the  body-cavity  of  the  female 
is  much  longer  tban  that  of  the  male,  and  the  ovary  serves  also  for  a  uterus. 
Contrary  to  the  general  rule,  the  ova  do  not  become  free  from  their  place 
of  origin  before  fertilisation,  so  that  the  spermatozoa  must  bore  their  way 
through  the  germinal  and  follicular  epithelium,  and  thus  even  pass  into 
the  parenchyma  of  the  ovary. 
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Fig.  244. — Male  Uhinogenital  AItauatus  of  the  Stukgeon. 
N,  Nl,  N2,  the  different  portions  of  the  kidnevs  ;  SO,  SG1,  SG2,  the  different  parts 
of  the  ducts  of  the  kidneys  ;  Vd,  Vd\  Vd2,  vas  deferens  ;  Ho,  testis : 
Ve,  Ve,  network  of  the  vasa  efferentia  ;  MG,  Mullevian  duct,  which  unites  with 
the  collecting  duct  of  the  kidneys  at  MG1  ;  t,  point  at  which  the  two  collecting 
ducts  of  the  kidneys  unite. 


development.1  Posteriorly,  the  oviducts  open  into  the  cloaca 
somewhat  behind  the  apertures  of  the  ureters — either  separately, 
or  by  a  common  canal. 

1  The  greater  number  of  Sharks  are  viviparous.  (Concerning  the  umbilical 
placenta  found  in  Mustelus  laevis  and  Carcharias,  comp.  p.  12.) 

The  embryos  of  Mustelus  antarcticus  are  provided  with  membranes  which  bear 
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The  testis  of  Elastnobranchs  is  always  paired  and  Sym- 
metrel, and  usually  lies,  supported  by  the  mesorclnum,  towards 


Fig.  245. — Female  Urinogenital  Apparatus  of  Protoptarus  annedcns.  (From 
the  ventral  side,  natural  size.)    (After  H.  Ayers.) 
a,  vent  ;  h.d,  rectum  ;  Eg,  apertures  of  ureters  into  cloaca ;  L,  L,  lymphoid  tissue  ; 
Mg,  Miillerian  duct  ;  M.tr,  abdominal  aperture  of  latter  ;  N,  kidney  ;  0,  ovary  ; 
p,  lung  ;  V.c.a,  postcaval  vein  ;  V.u,  urinary  bladder. 

the  anterior  portion  of  the  body-cavity.  The  relations  of  the 
vasa  efferentia  to  the  mesonephros  have  been  already  mentioned 
(comp.  pp.  298  and  303,  and  Fig.  238b),  and  a  somewhat  similar 
arrangement  is  seen  in  Lepidosteus. 

Amongst  Ganoids,  the  female  organs  of  Lepidosteus 1  are  formed  on  the 
same  type  as  those  of  the  Teleostei,  while  in  cartilaginous  Ganoids  a  more 
or  less  incomplete  splitting  of  the  segmental  duct  into  a  Miillerian  and  a 


a  superficial  resemblance  to  the  amnion  and  chorion  of  Mammals,  but  these  are 
both  formed  from  the  maternal  tissues  (T.  J.  Parker). 

1  The  cavity  within  the  ovary  of  Lepidosteus  is  formed  by  a  fold  of  peritoneum 
on  either  border  of  the  gland  growing  towards  its  fellow,  and  meeting  in  the  middle 
line  :  into  this  cavity  the  ova  are  shed,  and  aro  carried  to  the  exterior  by  an  oviduct 
which  is  probably  formed  by  continuations  of  these  peritoneal  folds  behind  tho 
ovary.  A  similar  mode  of  development  of  the  oviduct  possibly  also  obtains  in 
Teleostei. 


314 


COMPARATIVE  ANATOMY. 


tL  L  i  duct  takes  place  (Fig.  244,  MG).  The  latter  probably  serves  in 
the  male  as  a  unnogenita  duct  and  in  the  female  as  a  urinary  duct  only 
bhould  more  complete  histological  examination  confirm  these  statements,  the 
mode  of  development  ot  the  generative  organs  of  cartilaginous  Ganoids  wi  1  be 
seen  to  resemble  closely  those  of  Elasmobranchs  and  Amphibians 
^  hermaphrodite  structures  have  been  observed  in  certain  Fishes •  in 
the  different  species  of  S  err  anus,  for  instance,  they  are  constantly  present 
Hermaphroditism  also  occasionally  occurs  in  Sargus,  Gadus  morrhua  and 
many  others.  ' 

In  the  Dipnoi,  the  gonads  and  their  ducts  lie  along  the  outer 
border  of  the  kidneys.  During  the  breeding-season  they  become 
greatly  enlarged,  and  extend  round  the  entire  gut.  The  oviducts 
are  long  and  slightly  coiled,  reminding  us  in  many  points  of  those 
of  Amphibia  :  each  communicates  with  the  body-cavity  by  a  funnel- 
shaped  aperture  near  the  pericardium,  and  is  provided  with  a  well- 
developed  albumen  gland.  The  ovaries  undergo  the  greatest 
variations  according  to  age  and  the  time  of  year.  In  the  unripe 
condition  they  have  the  form  of  long  and  narrow  bands,  which 
extend  along  the  whole  body-cavity.  In  the  young  Ceratodus 
they  are  distinctly  lobulated,  and  in  both  Ceratodus  and  Proto- 
pterus  each  ovary  of  the  adult  has  the  form  of  a  thin- walled  sac, 
in  the  inner  walls  of  which  the  ova  are  developed.  The  eggs  are 
shed  into  the  body-cavity  by  the  bursting  of  the  walls  of  the  sac, 
and  they  pass  thence  into  the  oviducts. 

In  the  male,  the  manner  in  which  the  sperm  is  conducted  to 
the  exterior  is  not  certainly  known :  it  may  possibly  pass  out 
through  the  abdominal  pores.  The  Mtillerian  ducts,  although 
less  developed  than  in  the  female,  are  clearly  present  in  the  male. 
The  structure  of  the  testis  requires  further  investigation. 

Amphibia. — The  gonads  of  Amphibia  are  usually  situated  in 
about  the  middle  of  the  body-cavity :  they  are  paired  and  symme- 
trical, and  lie  right  and  left  of  the  vertebral  column  ;  their  form  is 
usually  modified  by  the  shape  of  the  body.  Thus  iu  the  Gymno- 
phiona  (Fig.  239,  Ov),  the  ovary  has  the  form  of  a  long  and 
narrow  band,  while  the  testis  is  made  up  of  a  long  chain  of  small 
bodies  united  together  by  a  collecting  duct  (Fig.  246,  Ho,  Sg). 
Each  individual  portion  of  the  testis  of  Cascilians  is  made  up  of  a 
double  row  of  rounded  capsules  (Fig.  246,  K),  in  which  the  sperm 
is  formed,  and  from  which  it  is  passed  into  a  collecting  duct  (Sg), 
which  perforates  each  portion  of  the  organ.  A  transverse  canal 
(Q)  is  given  off  from  the  free  portion  of  the  collecting  duct  lying 
between  every  pair  of  testis  lobes  ;  this  passes  towards  the  kidneys 
(N,N),  and  opens  into  a  longitudinal  canal  (L).  From  the  latter 
the  sperm  passes  through  a  second  system  of  transverse  canals 
(Q1,  Q1)  to  tne  Malpighian  capsules,  and  thence  through  the  urinary 
tubules  into  the  urinogenital  duct  (US). 

The  male  generative  apparatus  of  all  Urodela  and  certain 
Anura  (Bufonidae),  corresponds  in  the  main  with  the  arrange- 
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Fig.  246.— Diagram  of  a  Portion  of  the  Male  Generative  Apparatus  of 

the  gtmnophiona. 

Ho,  Ho,  testis  ;  Sg,  collecting  duct  of  testis  ;  K,  K,  testicular  capsules  ;  £,  &  transverse 
canals  connecting  the  collecting  duct  with  the  longitudinal  canal  (L,  L)  ;  Q  ,  (J  , 
second  series  of  transverse  canals  ;  M,  M,  Malpighian  capsules;  JS,N,  kidney; 
ST,  nephrostome  ;  S,  convoluted  portion  of  urinary  tubule  ;  MS,  urmogenital 
duct. 


Fig.  247. — Testis  and  Anterior  End  of  Kidney  of  Eana  csculanta. 
(Semidiagrammatic. ) 

Ho,  testis  ;  q,  q,  transverse  canals  of  the  testicular  network,  which  give  rise  to  blind 
processes  at  1 1 ;  L,  longitudinal  canal  of  the  testicular  network,  from  which  the 
inter-renal  network  (C,  C)  arises  ;  N,  kidney  ;  Ur,  urmogenital  duct. 
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ment  which  has  already  been  described  in  the  chapter  on  the 
urinary  organs  (see  p.  306).     The  external  form  of  the  testis 

r^T^r417,  and  v3  either  p°inted  at  °ne  °r  ^  ^ds 

{Big.  ZW,  A,  Ho),  or  more  or  less  round  or  oval  (Anura). 

In  Rana,  Bombinator,  and  Alytes  the  vasa  efferentia  of  the  testis 
become  gradually  separated  from  the  kidney,  that  is,  they  either  open  directly 
into  the  urogenital  duct,  without  becoming  connected*^  h  tl  e 
urinary  tubules  Rana)  (Fig.  247,  C,  fir),  or  the  greate number  of  the 
posterior  canals  end  b  mdly,  while  only  the  anterior  one"  are  dire  Sy  connec ted 
with  the  urogenital  duct  (Bombinator).  In  Alytes,  those  vasl  enSentia 
at  the  anterior  end  of  the  kidney  which  possess  a  'lumen  open  inS  t  'e 

SFS^S  UCt-:  *  US  £  a  VCTy  Spe°;ial  Condition>  and  is  not  i  to  occur 
many  other  ammal  The  urinary  duct,  which  comes  off  from  the  posterior 
end  of  the  kidney  also  opens  into  the  Mullerian  duct,  the  portion  of  which 

afaTr inogt  i^T  d™  "  '  d6ferenS' WLile  P°Steri0r  Part  funCti°nS 
In  all  other  Amphibians,  Mullerian  ducts  are  always  present,  but  in 
the  male  they  always  remain  in  a  more  or  less  rudimentary  condition,  and  lie 
along  the  outer  border  of  the  kidneys  in  a  similar  position  to  those  of  the 
temale.  _  1  hey  may  or  may  not  be  provided  with  a  lumen  and  apertures  of 
communication  with  the  body-cavity  and  cloaca. 

Hermaphroditism  occasionally  occurs  amongst  the  Anura.  In  the  males 
ol  Bana  temporaria  "  ova"  are  at  times  developed,  embedded  within  the  sub- 
stance ol  the  testis  (Hermaphrodite  gland,  or  ovotestis),  and  one  testis 
may  even  be  replaced  by  a  rudimentary  ovary.  In  these  cases,  the  Mullerian 
duct  may  be  as  well  developed  as  in  the  female.  A  body  attached  to  the 
anterior  end  of  the  testis  in  various  species  of  Toads  ("  Bidder's  organ  ")  also 
apparently  represents  a  rudimentary  ovary. 

The  ovaries  of  Urodela  are  always  formed  on  a  common 
plan.  Each  consists  of  an  elongated  closed  tube,  with  a  con- 
tinuous lumen.  In  Anura,  on  the  contrary,  the  ovarian  sac 
(Fig.  248,  Ov)  is  divided  up  into  a  longitudinal  row  of  (3  to  20) 
separate  pockets  or  chambers.  In  both  cases  a  mesoarium  is 
always  well  developed,  and  there  is  no  direct  connection  between 
the  ovaries  and  oviducts.  The  latter  open  far  forwards  into  the 
body-cavity  by  funnel-shaped  apertures  {Od,  Ot),  and  at  a  con- 
siderable distance  from  the  anterior  ends  of  the  kidneys:  they 
take  a  tolerably  straight  course  along  the  outer  borders  of  the 
kidneys  to  the  cloaca  in  young  animals,  but  become  greatly 
coiled  and  convoluted  in  the  adult  (Fig.  248,  Od).  A  short  dis- 
tance from  their  termination  each  oviduct  becomes  dilated  to 
form  a  thin-walled  sac,  and,  after  becoming  again  narrowed,  usually 
opens  separately  on  a  papilla  on  the  dorsal  wall  of  the  cloaca 
(Fig.  248,  Ut,  P).  In  the  genera  Bufo  and  Alytes  alone,  the 
two  oviducts  fuse  together  into  a  posterior  unpaired  canal. 

After  receiving  a  gelatinous  coating  from  the  glandsin  the  waU  of  the  middle 
part  of  the  oviduct,  the  eggs  pass  _Ato  the  dilated  portion  of  the  duct,  and 
become  united  together  into  irregular  masses  (Frog)  or  chains  (Toad).1 

1  According  to  P.  B.  and  C.  F.  Sarasin,  Epicrinm  glutinosum  (Gyninophiona) 
is  oviparous.  The  eggs  are  very  similar  to  those  of  Sauropsida  :  they  are  exception- 
ally large  (9  mm.  long),  of  an  oval  shape,  and  possess  a  large  yolk,  which  is  light- 
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Finally,  the  so-called  fat-bodies  ("W^ 
these  are  present,  in  all  Amphibia  in  f**f^™  ^K2n  numerous 
and  are  formed  of  adenoid  substance  fat  and leuco oj  ^  ^ 

blood-vessels.  They  are  '^S^JX^^J^ml^e  Toad  seems 
part  of  the  genital  ridge  and  '  Bidder ,  «  rg n    (B£  d        rated  so  feT. 

similar  function  (comp.  pp.  304  and  320.  and  Fig.  245). 


OJ- 


Ov, 


Fig.  248.— Urinogknital  Organs  of  a  Female  Bana  esculenta. 
left  ovary  (that  of  the  right  side  is  removed)  ;  Od,  oviduct ;  Ot,  abdominal 
aperture  of  oviduct  ;  Ut,  1he  dilated  posterior  end  of  the  oviduct  ;  P,  opening  of 
latter  into  the  cloaca  ;  N,  kidneys  ;  8,  S\  apertures  of  ureters  into  the  cloaca,  sur- 
rounded by  longitudinal  folds  (*),  which  are  separated  by  a  deep  depression  (t). 


Reptiles  and  Birds. — In  these,  as  in  other  animals,  the  form 
of  the  gonads  becomes  modified  by  that  of  the  body.    Thus  in 

yellow  in  colour,  and  consists  of  both  yellow  and  white  granules.  They  are  coated 
with  a  tough  albumen  in  the  oviduct,  and  this  becomes  drawn  out  at  the  poles  into 
chalazfe,  by  means  of  which  the  eggs  are  eonneoted  together  like  the  beads  of  a 
necklace.    They  are  laid  in  the  eart  h,  and  the  mother  coils  herself  round  them. 
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Clielomans  they  are  broad,  while  in  Snakes  and  snake-like  Lizards 
they  are  more  elongated.  In  the  latter  cases,  as  well  as  in  other 
Lizards,  they  are  asymmetrical,  so  that  the  organ  of  one  side  comes 


Fig.  249. — Female  Urinogenital  Apparatus  of  Lacerta  muralis. 

TV,  kidneys  ;  Ur\  apertures  of  the  ureters  into  the  cloaca  (CI)  ;  B,  urinary  bladder  ; 
B1,  neck  of  the  latter  (cut  open)  ;  B,  rectum  ;  B1,  opening  of  rectum  into  the 
cloaca  ;  Ov,  ovaries  ;  t,  remains  of  mesonephros  ;  Od,  oviducts,  which  open  into 
the  cloaca  at  Od1 ;  Ot,  abdominal  openings  of  oviducts. 

to  lie  in  front  of  that  of  the  other.  More  room  is  thus  obtained 
for  the  development  of  the  ovaries,  and,  in  cases  where  the  eggs 
are  very  large,  the  organ  of  one  side  tends  to  disappear ;  in  Birds, 
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for  instance,  the  left  ovary  only  is  completely  developed  and 

^Reptiles  the  ovaries  lie  near  the  vertebral  flnnm  and  are 
covered  by  peritoneum  ;  their  lumen  is  penetrated  by  a  highly ^vas- 
cular network  of  trabecule,  enclosing  the  ova     In  the  lymph- 
cavities  thus  formed  the  formation  of  ovarian  follicles  takes  ] place 
The  development  of  follicles  occurs  throughout  life  in  Reptiles,  as 


Fig.  250. — Male  Uiunogenital  Organs  of  Anguis fragilis.  (After 

F.  Leydig.) 

Ho,  testis;  f,  the  so-called  "yellow  body"  (suprarenal);  Ep,  parorchis;  Vd,  vas 
deferens  ;  p,  p,  common  aperture  of  the  ureter  (Ur,  Ur1)  and  vas  deferens  on  a 
papilla  on  the  dorsal  wall  of  the  cloaca  (CI)  ;  B,  urinary  bladder  ;  r,  rectum  ; 
N,  kidney  ;  mg,  rudiment  of  the  Miillerian  duct. 


in  the  Anamnia,  while  in  other  Amniota  it  takes  place  only  in 
the  embryo,  or  at  any  rate  for  only  a  short  time  after  birth. 

The  oviducts  (Fig.  249,  Od,  Ot)  possess  wide  funnel-shaped 
abdominal  apertures,  and  are  usually  much  folded  transversely ; 
their  walls  are  provided  with  numerous  muscular  elements  and 
glands  for  the  formation  of  the  albumen  and  egg-shell.  They 
increase  in  size  in  the  breeding-season.  In  Birds  they  are  con- 
siderably coiled. 
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Only  slight  remnants  of  the  mesonenhros  and  Wnlffin-n  a,,,.*        ■   ■  ^ 
emale  in  Reptiles  and  these  undergo3  falty%Y^^^Zt 
metocal  y,  arranged  in  a  single  row  or,  either  sife,  between  the  oviducfand 
vertebral  column    The  remains  of  the  Wolffian  duct  are  more  marked  to 
female  Snakes,  Chelonians,  and  in  Geckos  than  in  other  Lizards? 

The  testes  of  Sauropsida  correspond  in  position  with  the 
ovaries,  and,  like  them  increase  in  size  in  the  breeding-season 
lhey  have  an  oval,  round,  or  pyriform  shape  (Figs.  242  and  250 
Ho)  and  are s  made  up  of  greatly  convoluted  seminal  tubules  held 
together  by  fibrous  tissue.  In  Reptiles  (Lacerta,  An°-Uis),  "  yellow 
bodies,  which  correspond  to  suprarenale  lie  along  the  outer 
border  of  the  testes,  and  at  this  point  transverse  canals  pass  out 
from  the  testis  to  the  parorchis  (Figs.  242  and  250,  Ep). 

The  latter  consists  of  greatly  convoluted  canals,  and  from 
it  arises  the  vas  deferens  (Wolffian  duct),  which  either  takes  a 
straight  course,  or  is  more  or  less  coiled  (Figs.  242  and  250,  Vd). 
In  Birds  it  opens  by  an  independent  aperture  (Fig.  242,  Vcd)  into 
the  cloaca,  while  in  Lizards  it  fuses  with  the  ureter  shortly  before 
entering  the  latter. 

Eemains  of  the  anterior  portions  of  the  Mullerian  ducts  are  present  in  the 
male,  their  position  corresponding  with  those  of  the  female.  Their  lumen  is 
not  continuous  throughout,  but  the  abdominal  aperture  may  remain  open 
(Einys  europEea). 

Lymphoid  organs  are  present  in  many  Reptiles,  and  probably  have  a 
physiological  relation  to  the  generative  organs  (comp.  p.  317).  In  many 
Lizards  they  are  large  and  variously  coloured,  and  lie  within  the  pelvic 
region  ;  in  Snakes  they  extend  along  almost  the  entire  body-cavity. 

Mammals. — In  Mammals  the  generative  apparatus  no  longer 
extends  along  the  entire  body-cavity,  as  in  the  lower  groups  of 
Vertebrates,  but  is  confined  to  the  lumbar  and  pelvic  regions. 
Moreover,  in  correspondence  with  the  .close  relations  which  take 
place  between  mother  and  embryo,  there  is  a  much  greater  differ- 
entiation of  the  generative  organs  than  occurs  in  lower  types.  The 
transition  is  not,  however,  a  sudden  one,  for  in  the  lowest  Mammals, 
viz.  the  Monotremes1  and  Marsupials,  these  organs  show  many 
points  of  resemblance  with  those  of  Reptiles  and  Birds  (comp. 
Figs.  251  and  252). 

Thus  in  Monotremes  the  left  ovary  is  more  strongly 
developed  than  the  right,  and  each  has  the  appear- 
ance of  a  bunch  of  grapes;  the  cloaca  persists,  and  the 
Mullerian  ducts  (oviducts)  remain  distinct  from  one 
another.  A  more  or  less  complete  separation  of  the  oviducts  is 
also  seen  in  Marsupials,  and  this  point  deserves  special  attention 
on  account  of  its  important  morphological  significance. 

In.  order  to  explain  the  gradual  differentiation  of  these  parts, 
their  condition  in  the  Didelphidse  (Opossums), — which  come 

1  It  has  been  recently  proved  that  both  Ornithorhyuchus  and  Echidna  lay  eggs 
(Caldwell  and  Haacke)  (comp.  p.  5).  Further  details  on  these  points  are  to  be 
expected  shortly. 


GENERATIVE  ORGANS. 


321 


nearest  to  the  Monotremes,— must  now  be  described  in  greater 

d6t  A  dilated  portion  of  each  oviduct  (Fig.  252,  A,  Od),  giving  rise 
to  a  uterus  (Ut),  is  plainly  distinguishable  from  the  rest,  and  its 


Fig.  251. — A,  Male  Urinogenital  Organs  of  Ornithorhynelms  paradoxus  ; 
B,  Female  Urinogenital  Organs  of  Echidna  hystrix. 
N,  kidneys  ;  Ur,  ureter  ;  B,  urinary  bladder ;  Sug,  urinogenital  sinus  ;  Ho,  testis  ; 
Vc,  vas  efTerens  ;  Ep,  epididymis  ;  Vd,  vas  deferens  ;  Od,  oviduct ;  r,  rectum  ; 
CI,  cloaca,  opening  to  the  exterior  at  CZ1 ;  m  to  m3,  muscles  of  the  cloaca  and  penis  ; 
Gp,  glans  penis,  enclosed  within  its  fibrous  tube  ;  Pp,  prepuce  ;  Cli,  clitoris  ; 
*,  *,  aperture  through  which  the  copulatory  organ  extends  into  the  cloaca. 

narrowed  posterior  end  comes  into  close  contact  with  its  fellow  in 
the  middle  line.    At  this  point  (f)  each  uterus  is  connected  with 

Y 
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the  portion  of  the  oviduct  lying  more  posteriorly,  or  vagina  (Vg) 
by  a  distinct  os  uteri.  The  vagina  then  curves  sharpl?  outwards' 
and,  passing  backwards,  opens  close  to  its  fellow  into  the  elongated 
urinogenital  sinus  (Sug).  The  ureters,  as  in  all  other  Marsupials 
in  which  the  vaginae  have  a  similar  arrangement,  pass  between  the 
curved  portions  of  the  vaginae  to  the  bladder  (£). 

From  the  condition  of  the  female  generative  organs  in  Didel- 
phys  that  seen  in  other  Marsupials  can  be  easily  explained  In 
Phalangista  vulpina  and  Phascolomys  wombat  (Fig.  252 
B  and  C)  the  anterior  ends  of  the  knee-shaped  bends  of  the  vao-ime 
(comp.  Fig.  252,  A,  f)  come  to  lie  closer  and  closer  together,°and 
begin  to  extend  backwards  towards  the  urinogenital  sinus,  the 
septum  between  them  disappearing  at  the  same  time.  A  vaginal 
caecum  is  thus  formed  (Fig.  252,  B,  C,  VgB),  &nd  this  may  become 
more  elongated,  and  finally  extend  backwards  so  as  to  meet  the 
upper  (anterior)  wall  of  the  urinogenital  sinus,  into  which  it  may 
open  by  the  formation  of  a  so-called  third  vagina.  .  This  is 
known  to  occur  in  seven  species  of  Halmaturus,  two  of  Petrogale 
and  Osphranter  respectively,  and  in  Onychogalea  frcenata. 

In  all  other  Mammals  the  posterior  portions  of  the  Mullerian 
ducts  become  fused  together  to  form  an  unpaired  vagina,  and  a 
cloaca  exists  only  in  the  embryo  (comp.  p.  236).  A  fusion  may 
also  take  place  more  anteriorly,  and,  according  to  its  extent,  the 
most  various  forms  of  uteri  result  (uterus  duplex,  bicornis, 
bipartitus,  and  simplex),  as  is  shown  in  Fig.  253,  A  to  D.  The 
Primates  possess  a  simple  uterus1  (Fig.  253,  B),  and  in  this  case 
the  primitively  paired  condition  of  the  Mtillerian  ducts  is  seen  only 
in  the  Fallopian  tubes.  The  latter  vary  much  in  form,  and  their 
abdominal  apertures  are  usually  provided  with  fringe-like  append- 
ages (fimbriae).  The  ureters,  unlike  those  of  Marsupials,  always 
pass  to  the  outer  sides  of  the  genital  passage,  the  vagina  being 
single. 

The  ovaries  are  usually  small,  and  rounded  or  oval  in  shape, 
their  surface  being  either  smooth,  irregular,  or  furrowed.  The 
point  at  which  the  nerves  and  vessels  enter  is  not  covered  by 
peritoneum,  and  is  called  the  hilum. 

The  reader  is  referred  to  p.  300  and  Fig.  254  for  further  details 
as  to  the  more  minute  histological  structure  of  the  ovary  and  the 
formation  of  the  ova. 

Remains  of  the  mesonephros,  known  as  the  parovarium,  are 
present  in  the  neighbourhood  of  the  ovary,  oviduct,  and  uterus. 
These  usually  consist  of  small  caecal  tubes,  forming  a  network, 
which  are  connected  together  by  a  collecting  duct.  In  cases 
where  the  Wolffian  duct  persists  in  the  female,  it  passes  from 
the  parovarium  to  the  urinogenital  sinus,  and  is  spoken  of  as 
Gartner's  duct  (Fig.  236,  A,  Gg),  as  already  mentioned  on  p.  301. 

1  The  abnormalities  which  sometimes  occur  in  the  human  uterus  and  vagina  can 
be  often  explained  as  atavisms. 


Fig.  252.— Female  Generative  Apparatus  of  Certain  Marsupials.  A,  Didd- 
phys  dorsigera  (jav.)  ;  B,  Phalangista  vulpina  ;  C,  Phascolomys  wombat.  (After 
A.  Brass.) 

JViV,  kidneys  ;  Ur,  ureters  ;  Ov,  ovary  ;  01  (Fim),  abdominal  opening  of  Fallopian 
tube ;  Od,  oviduct  ;  Ut,  uterus  ;  Utl,  openings  of  uteri  into  the  vaginal  csecum, 
VgB  ;  t,  bend  between  uterus  and  vagina,  Vg  ;  Vg1,  apertures  of  vaginte  into  the 
urinogenital  sinus  (Sug)  ;  B,  urinary  bladder  ;  r,  rectum,  which  opens  into 
the  cloacal  region  (CI)  atr1 ;  g,  clitoris  ;  *,  t,  rectal  glands. 

Y  2 
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A  curious  fold  of  the  skin  of  the  abdomen  is  present  to  a  greater  or  less  decree 
m  Marsupials  and  in  Echidna.  This  poucluor  marsupium  serves  to  protect 
the  young,  which  are  born  m  a  very  unripe  condition,  and  thus  renders  possible 


0& 


Fig.  253. — Various  Forms  of  Uteri.  A,  B,  C,  D,  diagrams  showing  the 
different  stages  in  the  fusion  of  the  Miillerian  ducts :  A,  uterus  bicornis  ;  B, 
uterus  simplex  ;  C,  uterus  duplex  ;  D,  uterus  bipartitus.  E,  female  urinogenital 
apparatus  of  Mustclina,  with  embryos  (*,  *)  in  the  uterus.   F,  ditto  of  Hedgehog 

(Erinaccus). 

Od,  Fallopian  tube  ;  Ut,  uterus  ;  Vg,  vagina  ;  Ge,  cervix  uteri ;  Ot,  abdominal  aper- 
ture of  Fallopian  tube  ;  t,  +,  accessory  sexual  glands  ;  r,  rectum  ;  Sug,  urino- 
genital sinus  ;  N,  kidney ;  Nn,  adrenal  ;  Ur,  ureter ;  B,  urinary  bladder. 

a  longer  connection  between  the  mother  and  embryo  during  lactation.  _  The  aper- 
ture of  the  marsupial  pouch  opens  anteriorly  or  posteriorly,  according  to  the 
mode  of  life  of  the  animal,  and  is  provided  with  a  muscle  capable  of  closing  it. 
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T°T  HriSitive  o"a  f  cavi  y  between  the  follicular  epithelium  (tunica  granu- 
showing  radiated  structure  ;  Tf,  theca  folliculi. 


Fig.  255.— Diagrammatic  Section  of  the  Testis  of  a  Mammal. 
Ho,  testis  ;NH,  epididymis;  Vd,  vas  deferens  ;  ^  albuginea  of  the :  testis which 
gives  rise  to  the  trabecule  (t,  t)  and  the  corpus  Highmon  (t) ;      A  coils  ol  the 
feminal  tubules;  Ve,  yasa  offerentia  (rete  Halleri) ;  Cv,  com  vasculosi,  winch 
are  connected  together  by  the  collecting  duct,  Vep  ;  Va,  vas  aberrans. 

As  regards  the  male  generative  organs  of  Mammals,  the 
testes  arise  in  the  same  position  as  do  the  ovaries  of  the  female. 
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The  ovaries,  however,  never  move  in  the  course  of  development 
further  backwards  than  the  pelvis;  but  each  testis  may  paHS 
of  the  abdomen  through  a  space  m  its  wall,  the  inguinal  canal ; 
it  thus  comes  to  he  within  a  purse-like  appendage  of  the  hypo- 
gastric region  called  the  scrotal  sac.    The  two  scrotal  sacs  may 


Fig.  256. — Male  Urinogenital  Apparatus  of  the  Hedgehog  (Erinaccus). 

N,  kidney  ;  Ur,  ureters  ;  B,  urinary  bladder  ;  Pm,  membranous  portion  of  urino- 
genital tube ;  Cpc,  corpus  cavernosum ;  Pp,  prepuce  ;  Gp,  glans  penis ;  PD, 
preputial  glands  ;  Cd,  Cowper's  glands  ;  Pr,  Pr1,  the  different  lobes  of  tbe 
prostate  ;  Sb,  vesicula  seminalis ;  Ho,  testis  ;  Ep,  epididymis  ;  Vd,  Vd1,  vas 
deferens. 

remain  separate,  or  unite  to  form  a  scrotum.  In  passing  out, 
the  testes  carry  with  them  a  portion  of  the  peritoneum— the 
tunica  vaginalis:  if  the  inguinal  canals  remain  open,  they 
may  be  at  times  again  withdrawn  into  the  abdomen  (e.g.  in 
Kodentia);  this  is  effected  by  means  of  the  cremaster  muscle, 
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*•     «#  the*  f;v.rp<?  of  the  internal  oblique  and  transver- 
tr^^X^ol^ie^e  obligated,  the  testes 

within  the  abdomen.  Their  size  is  not  always  proportionate  to 
;;"etdy;  they  are  smooth,  ^/jfi 
and  are  covered  by  a.fibrous  investment  (Fig  25  5|  ^',f°"JJn^ 
processes  (trabecule)  usually  extend  inwards  In  this ,  way  the 
eminal  tubes  are  separated  ^^o  definite  bundles  Z  Z,)  a^  a  ort 
of  lattice-work  is  also  formed  (corpus  Highmon,  f)  by  « 
which  the  elements  of  the  rete  Hall  en  (that  is,  the  vasa 
efferentia,  Ve)  pass  to  the  epididymis  (AM).  ~ 

In  the  epididymis  the  seminal  tubules  become  rounded  off  to 
form  the  so-called  coni  vasculosi,  and  these  are  connected  to- 
gether by  a  collecting  duct,  the  vas  epididymis  (Fig.  255,  Ov, 
Cv  Vep).  The  vas  deferens  (PS)  arises  from  the  last  conus  vas- 
cuiosus"  and  gives  rise  towards  its  distal  end,  shortly  before  it 
opens  into  the  urinogenital  sinus,  to  glandular  outgrowths  (vesi- 
cal* seminales),  which  may  attain  a  relatively  enormous  size 
in  Rodents  and  Insectivores  (Fig.  256,  Sb).  From  this  point  to 
its  termination  the  seminal  canal  is  spoken  of  as  the  ductus 
eiaculatorius.  . 

In  many  Mammals  rudiments  of  the  Miillerian  ducts  are  pre- 
sent, and  open  into  the  urinogenital  sinus.  In  some  (e.g.  Man),  only 
the  most  posterior  end  of  the  latter  remain,  in  the  form  ot  an  un- 
paired vesicle  (uterus  masculinus),  which  lies  embedded  within 
an  accessory  genital  gland,  the  prostate.  This  gland,  which  more 
or  less  completely  surrounds  the  urinogenital  sinus,  consists  ot 
glandular  tubules,  connected  together  by  means  of  fibrous  and 
muscular  tissue  :  its  secretion  is  poured  into  the  urinogenital  sinus 
(compare  Figs.  236,  A  to  C,  and  256). 


COPULATORY  ORGANS. 

External  organs  of  generation,  such  as  are  present  in  the  higher 
Vertebrates,  are  never  found  in  Fishes,  though  in  male  Elasmo- 
branchs  a  specially  modified  portion  of  the  pelvic  fin  serves  as 
a  copulatory  organ  ("clasper"  or  " pterygopodium ").  It 
consists  of  a  series  of  cartilages  which  are  moveable  upon  one 
another,  is  covered  by  skin  and  muscles,  and  is  provided  with  a 
channel  along  the  inner  side.  It  must  be  looked  upon  as  a  deriva- 
tive of  the  fin-rays. 

These  claspers  are  inserted,  in  a  closed  condition,  into  the 
cloaca  of  the  female,  and  thence  into  the  oviducts ;  they  are 
then  opened  out  by  means  of  special  muscles,  and  the  seminal 
fluid  flows  along  their  channels  into  the  distended  oviducts.  In 
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connection  with  this  apparatus. -which  looks  like  a  series  of 
surgxcal  instruments,-there  is  a  gland,  surrounded  by  muscular 
hbres  which  is  formed  as  an  involution  of  the  integument-  in 
of  Birds  character  *h«  calls  to  mind  the  uropygial  gland 

Amongst  the  Amphibia  male  Gymnophiona  alone  possess 
a  true  copulatory  organ  ;  this  simply  consists  of  the  eversible 
cloaca  which  reaches  a  length  of  five  centimetres,  and  is  regu- 
lated by  a  well-developed  musculature.  In  Urodeles  there 
is  merely  a  marked  swelling  of  the  lips  of  the  cloaca  and  uro- 
genital papilla  during  the  breeding-season. 

Two  kinds  of  copulatory  organs  are  found  in  Reptiles  the 
one  being  seen  in  Lizards  and  Snakes,  and  the  other  in  Chelonians 
ana  Urocodiles. 

In  the  former  case,  there  are  tw  o  erectile  penes  lying  outside 
the  cloaca,  under  the  skin  at  the  root  of  the  tail.  By  a  compli- 
cated muscular  mechanism  these  can  be  drawn  into  the  cloaca  and 
thence  everted,  the  seminal  fluid  passing  along  a  spiral  furrow  in 
each.  Similar  organs  are  present— though  much  less  developed— 
m  the  female  also. 

_  Chelonians  and  Crocodiles  possess  a  copulatory  organ  which  is 
united  to  the  ventral  wall  of  the  cloaca :  it  consists  of  two  fibrous 
masses  which  are  fused  together  in  the  middle  line.  Each  half 
encloses  a  large  cavity,  which  contains  a  large  number  of  blood- 
vessels. The  organ  is  regulated  by  well- developed  muscles,  and 
possesses  a  groove  along  its  free  surface,  which  may  divide  up 
into  a  series  of  channels  at  its  apex.  A  representative  of  this 
organ  is  also  present  in  the  female. 

In  most  Ratitaa,  as  well  as  in  some  Carinatae  (e.g.  in  Water- 
Birds),  a  copulatory  organ  is  present,  and  consists  of  an  eversible 
tube,  strengthened  by  two  fibrous  bodies ;  in  a  condition  of  rest  it 
lies  coiled  up  in  the  left  side  of  the  cloaca.  The  everted  organ  is 
retracted  by  means  of  an  elastic  band.  The  penis  of  the  Ostrich 
lies  within  a  diverticulum  of  the  cloaca,  and  somewhat  resembles 
that  of  Chelonians  and  Crocodiles. 

The  copulatory  organs  of  Mammals  may  be  divided  into  two 
groups, — viz.,  those  of  Monotremes,  and  those  of  other  Mammals  : 
the  organs  of  Marsupials  may  be  placed  in  a  subdivision  of  the 
latter.  In  all  cases  the  female  apparatus  (clitoris), — although  as 
a  rule  less  developed  and  usually  not  perforated  by  the  urethral 
canal, — is  formed  essentially  on  the  same  type  as  that  of  the  male. 

In  Monotremes,  the  copulatory  organ  lies  enclosed  within  a 
sac  situated  on  the  boundary  between  the  urinogenital  sinus  and 
cloaca,  and  is  fused  with  the  ventral  wall  of  the  latter  (Fig.  251, 
Gp)  :  in  all  other  Mammals  the  organ  arises  in  the  embryo  from 
the  "genital  prominence"  on  the  ventral  wall  of  the  cloaca. 
A  channel  passes  along  the  side  facing  the  cloaca  to  the  opening  of 
the  urinogenital  sinus  :  this  condition  is  usually  retained  through- 
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out  life  in  the  case  of  the  female,  while  in  the  male  the  groove 
oeLnes  closed  to  form  a  canal,  and  the  urethra  is  considerably 
hened  Three  cylindrical  bodies,  composed  of  erectile  tissue 
wfXal  corpora"  cavernosa  and  a  matoeo-PUJ.-^ 
aiosum),  become  developed  in  connection  mth  the  pen  .  these 
are  connected  with  one  another  by  a  network  of  fibrous  tissue, 
and  are  pS tially  invested  by  muscles  (Fig.  257,  Oap,  Con).  Corpora 


A 


Fig.  257.— Semidiagrammatio  Figure  of  the  Human  Penis.    (A,  transverse 
section  ;  B,  side  view  ;  C,  from  below. ) 
A,  albuginea  penis ;  A1,  albuginea  urethra,  wbich  gives  rise  to  a  septum  at  Sp  ; 
S,  sulcus  dorsalis  penis  ;  C'cp,  corpus  cavernosum  ;  Cm,  corpus  spongiosum, 
which  gives  rise  to  the  glans  penis  at  Op,  and  forms  an  oval  enlargement  (bulbus) 
at  B  ;  rd,  rd1,  crura  of  the  corpora  cavernosa. 


cavernosa  are  also  present  in  the  clitoris,  but  a  corpus  spongiosum 
is  wanting.  In  Marsupials  and  the  higher  Mammals  the  corpora 
cavernosa  diverge  at  their  proximal  ends  to  form  two  crura  (rd,  rd1) 
which  are  almost  always  attached  to  the  corresponding  ischia. 

In  many  Mammals  a  membrane  bone  (os  penis)  becomes 
developed  in  the  septum  between  the  corpora  cavernosa  (e.g.  many 
Monkeys,  Rodents,  Bats,  Carnivores).  In  the  Seal  there  is  an  os 
clitoridis  in  the  female  also. 
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The  apex  of  the  organ  is  spoken  of  as  the  glans  (glans  penis 
vel ■riitondi.)  ;  tha  varies  much  in  form,  and  lies  enclosed [IS 
a  fold  of  the  skin  which  in  the  male  is  called  the  foreskin  or 

wrpSscle3'  g        18  Pr°vided  with  a  sPecial  kind  of  tactile 

Finally  the  accessory  organs,  which  are  known  in  the  male  as 
prepntial  and  Cowper  s  glands,  and  the  representatives  of  the 

Fil'^V  ^malei,(g+  andS  °f  ^rtholini),  must  be  mentioned 
^ig.  Zbb,  Od).  All  these,  as  well  as  the  prostate  (PD)  —which 
belongs  to  the  same  category —open  at  various  points  into  the 
urethra,  and  have  always  a  paired  arrangement. 
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Amphioxus  :— segmentation  of  ovuni,  5  ; 
development  of  body-cavity,  9 ;  inte- 
gument, 17  ;  notocliord,  34,  38  ;  spinal 
cord,  136 ;  mouth,  212  ;  thyroid,  225  ; 
alimentary  canal,  228,  237,  239  ;  gills, 
246  ;  blood-corpuscles,  268  ;  generative 
organs,  310 
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integument,  17  ;  vertebral  column,  34, 
38  ;  skull,  63  ;  branchial  basket,  64,  118  ; 
brain,  136  ;  cranial  nerves,  153  ;  olfactory 
organ,  171 ;  eye,  184  ;  semicircular  canals, 
196  ;  mouth,  212  ;  homy  teeth,  214  ; 
thyroid,  225  ;  alimentary  canal,  228 ; 
alimentary  epithelium,  237,  239  ;  liver, 
240 ;  pancreas,  243  ;  gills,  246  ;  ab- 
dominal pores,  265  ;  blood-corpuscles, 
268  ;  heart,  277  ;  urinogenital  organs, 
300,  302,  310 
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skull,  63  ;  unpaired  fins,  85  ;  paired  fins, 
86  ;  pectoral  arch,  87  ;  pelvic  arch,  92  ; 
free  limbs,  99  ;  dermal  muscles,  113  ; 
muscles  of  the  trunk,  113  ;  muscles  of 
the  visceral  skeleton  and  head,  118  ; 
muscles  of  the  appendages,  121  ;  electric 
organs,  124  ;  spinal  cord,  131 ;  brain, 
134,  136  ;  spinal  nerves,  152  ;  cranial 
nerves,  153 ;  suprarenal  bodies,  161  ; 
sense-organs  of  the  integument,  163 ; 
olfactory  organ,  171  ;  eye,  184;  retina, 
189 ;  eye-muscles  and  eyelids,  191  ; 
auditory  organ,  198,  205  ;  relations  of 
auditory  organ  with  air-bladder,  207  ; 
teeth,  214  ;  tongue,  222 ;  thyroid,  225  ; 
thymus,  226  ;  alimentary  canal,  228  ; 
liver,  242  ;  pancreas,  243  ;  gills,  246, 
248  ;  air-bladder,  251  ;  abdominal  pores, 
265  ;  blood-vessels,  270  ;  heart  and  its 
vessels,  277  ;  arterial  system,  288  ; 
venous  system,  291 ;  retia  mirabilia,  292  ; 
lymphatic  system,  292  ;  spleen,  294  ; 
urinary  organs,  296,  302  ;  generative 
organs,  300,  310  ;  claspers,  327 

DtPNOANS :— integument,     17;  dermal 
skeleton,  30  ;  vertebral  column,  35,  38  ; 


ribs,  48 ;  skull,  66  ;  pectoral  arch,  87  ; 
pelvic  arch,  92  ;  free  limbs,  99  ;  muscles 
of  the  trunk,  116  ;  muscles  of  the  ap- 
pendages, 121  ;  brain,  142  ;  cranial 
nerves,  153  ;  sense-organs  of  the  integu- 
ment, 163  ;  olfactory  organ,  172  ;  lips, 
212  ;  tongue,  222 ;  alimentary  canal, 
228  ;  alimentary  epithelium,  239  ;  gills, 
246,  250 ;  laryngotracheal  chamber, 
253  ;  lungs,  257  ;  abdominal  pores,  265  ; 
heart  and  its  vessels,  280  ;  urinary 
organs,  302  ;  generative  organs,  314 

Amphibians  : — segmentation  of  the  ovum, 
5  ;  integument,  17, 18  ;  dermal  skeleton, 
19,  32  ;  vertebral  column,  39  ;  ribs,  48  ; 
sternum,  51  ;  skull,  70  ;  pectoral  arch, 
87  ;  pelvic  arch,  92  ;  free  limbs,  104  ; 
muscles  of  the  trunk,  113  ;  muscles  of 
the  visceral  skeleton  and  head,  119  ; 
muscles  of  the  appendages,  121  ;  "  dia- 
phragm," 122  ;  spinal  cord,  131  ;  brain, 
134,  142  ;  spinal  nerves,  152  ;  cranial 
nerves,  153 ;  suprarenal  bodies,  161  ; 
sense-organs  of  the  integument,  163  ; 
tactile  cells,  167  ;  olfactory  organ,  172  ; 
spouting  apparatus  of  Gymnophiona, 
179  ;  eye,  186  ;  retina,  189  ;  eye-muscles 
and  eyelids,  191 ;  glands  of  the  eye, 
192  ;  auditory  organ,  198,  205  ;  teeth, 
214  ;  glands  of  the  mouth,  221  ;  tongue, 
222  ;  thyroid,  225  ;  thymus,  226. ;  ali- 
mentary canal,  228  ;  liver,  241 ;  pancreas, 
243  ;  gills,  246,  250  ;  air-passages,  253  ; 
lungs,  257  ;  blood-corpuscles,  268  ;  al- 
lantois,  273  ;  heart  and  its  vessels,  281  ; 
arterial  system,  288  ;  venous  system, 
291  ;  lymphatic  system,  292  ;  spleen, 
294  ;  urinary  organs,  296,  304  ;  genera- 
tive organs,  310  ;  copulatory  organs,  328 

Reptiles  : — integument,  20  dermal 
skeleton,  32 ;  vertebral  column,  42  ; 
ribs,  49  ;  sternum,  51  ;  skull,  74  ;  pec- 
toral arch,  87  ;  pelvic  arch,  94  ;  free 
limbs,  105  ;  muscles  of  trunk,  116  ; 
muscles  of  the  visceral  skeleton  and 
head,  120  ;  muscles  of  the  appendages, 
121;  "diaphragm,"  122  ;  brain,  132, 
134,  144  ;  spinal  nerves,  152  ;  cranial 
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nerves,  153;  suprarenal  bodies,  161; 
end-bulbs,  L66  ;  tactile  cells,.  167  ;  Pa- 
cinian corpuscles,  169  ;  olfactory  organ, 
174  ;  Jacobson's organ,  178  ;  retina,  189; 
eye-muscles  and  eyelids,  191  ;  glands  of 
eye,  192  ;  auditory  organ,  199  ;  teeth, 
215  ;  glands  of  mouth,  221  ;  tongue, 
223  ;  alimentary  oanal,  231  ;  alimentary 
epithelium,  239  ;  pancreas,  243  ;  air- 
passages,  254  ;  lungs,  258  ;  abdominal 
pores,  265  ;  allantois,  273  ;  heart  and  its 
vessels,  284 ;  arterial  system,  288  ; 
venous  system,  291;  retia  mirabilia,  292; 
spleen,  294  ;  urinary  organs,  296,  307  ; 
generative  organs,  317;  copulatory 
organs,  328 

Birds  : — segmentation  of  ovum,  5  ;  in- 
tegument, 20  ;  vertebral  column,  43, 
44  ;  ribs,  50,  53  ;  sternum,  51  ;  skull, 
78  ;.  pectoral  arch,  90  ;  pelvic  arch,  94  ; 
limbs,  106  ;  muscles  of  the  trunk,  117  ; 
muscles  of  the  visceral  skeleton  and 
head,  120  ;  spinal  cord,  131  ;  brain,  134, 
147  ;  cranial  nerves,  153  ;  suprarenal 
bodies,  161  ;  tactile  cells,  167;  Pacinian 
corpuscles,  169  ;  olfactory  organ,  175  ; 
eye,  186  ;  retina,  189  ;  eye-muscles  and 
eyelids,  191  ;  glands  of  the  eye,  192  ; 
auditory  organ,  199,  205  ;  glands  of  the 
mouth,  222  ;  tongue,  223  ;  thyroid,  225 ; 
thymus,  226  ;  alimentary  canal,  233  ; 
pancreas,  243  ;  air-passages,  255  ;  lungs 
and  air-sacs,  259  ;  circulation  in  embryo, 
272 ;  allantois,  273  ;  heart  and  its 
vessels,  286  ;  arterial  system,  288  ; 
venous  system,  291  ;  lymphatic  system, 
293  ;  lymphatic  glands,  294  ;  urinary 
organs,  296,  307  ;  generative  organs, 
300,  317  ;  copulatory  organs,  328 

Mammals  :— segmentation  of  ovum,  5  ; 
integument,  23  ;  mammary  glands,  27  ; 
dermal  skeleton,  32  ;  vertebral  column, 
43,  46  ;  ribs,  50  ;  sternum,  51  ;  skull, 
80  ;  pectoral  arch,  91  ;  pelvic  arch,  98  ; 
limbs,  108  ;  muscles  of  trunk,  117  ; 
muscles  of  visceral  skeleton  and  head, 
120  ;  muscles  of  appendages,  121  ;  dia- 
phragm, 122;  spinal  cord,  131  ;  brain, 
132,  134,  148  ;  spinal  nerves,  152 ; 
cranial  nerves,  153  ;  supra  re  uals,  161  ; 
end-bulbs,  166  ;  tactile  cells,  168  ;  Pa- 
cinian corpuscles,  169  ;  olfactory  organ, 
176  ;  Jacobson's  organ,  179  ;  eye,  188 ; 
retina,  189  ;  eye-muscles  and  eyelids, 
191 ;  glands  of  eye,  192  ;  auditory  organ, 
201  ;  histology  of  cochlea,  206  ;  lips, 
212  ;  teeth,  213,  216  ;  glands  of  mouth, 
222  ;  tongue,  223 ;  thyroid,  225  ; 
thymus,  226  ;  alimentary  canal,  211, 
234  ;  alimentary  epithelium,  239  ;  liver, 
243  ;  pancreas,  243  ;  air-passages,  255  ; 
lungs,    263  ;    blood-corpuscles,    268  ; 


allantois  and  placenta,  274  ;  heart  and 
its  vessels,  286  ;  arterial  system,  288  • 
venous  system,  291 ;  retia  mirabilia,  292; 
lymphatic  system,  293  ;  tonsils,  293  ■ 
lymphatic  glands,  294  ;  urinary  organs,' 
296,  308  ;  generative  orgaus,  300,  320  • 
copulatory  organs,  328 


A. 

Abdominal  pores,  265 
Abomasum,  236 
Acetabulum,  93—98 
Acrodont  dentition,  215 
Acromion,  91 
Adrenals,  161 

Aetosaurus,  exoskeleton,  32 
Air-bladder,  245,  251 
Air-passages,  253 
Air-sacs,  259 

Alimentary  canal,  208 — 237 
development  of,  7 
appendages  of,  240 — 243 
mucous  membrane  of,  237 
Allantois,  10,  231,  273,  274 
Alopecias,  number  of  vertebrae,  37 
Alveoli  of  lung,  252 
Amblyopsis,  abortion  of  eyes,  186 
Amblystoma,   development  of  vertebral 

column,  40 
Amia,  fusion  of  anterior  vertebra  with 

skull,  67 
Amiurus,  sensory  sacs,  166 
Ammoccetes  : — notochord,  34  ;  brain,  137  ; 

eye,   185 ;    thyroid,   225  ;  alimentary 

epithelium,  237  ;  gills,  246 
Ammodytes,  pyloric  caecum,  229 
Amnion,  10,  276 
Amphicoelous  vertebra?,  36 
Ainphiuma,  trachea,  253 
Ampulla!  of  semicircular  canals,  196 
Anabas,  branchial  chamber,  250 
Anastomosis  of  Jacobsou,  158 
Anguilla,  lateral  nerve,  165 
Anguis  : — embryonic  limbs,  90  ;  brain,  144 ; 

teeth,  215 
Anteater,  palate,  82 
Antibrachium,  102 
Antihelix,  198 
Antitragus,  198 
Antlers,  83 

Antrum  maxillare,  1 76 

Apatosaurus,  dimensions  of  vertebrae,  43 

Aponeurosis,  pulmonary,  262 

Appendices  auriculae,  278 

Apteryx  :  pelvis,  96  ;  manus,  107 

Aqueduct  of  Sylvius,  134,  142 

Aqueductus  cochleae,  205 

Aqueductus  vestibuli,  205 

Arachnoid,  135 

Archenteron,  6,  237 

Arches,  neural  and  haemal,  85 


INDEX. 


337 


Archceoptoryx  :—  vertebra;,  44;  ribs,  50; 
skull,  78  ;  scapula,  91  ;  pelvis,  45,  93  ; 
wing,  106 ;  foot,  108 ;  brain,  147  ; 
teeth,  216 

Argentea  of  choroid,  1S6 

Armadillo:— dermal  skeleton,  32  ;  skull,  83 

Arteries,  development  of,  268,  270 

Arteries  :— allantoic,  272,  276,  289  ;  aorta 
(dorsal),  270,  277—290  ;  aorta  (ventral), 
278  ;  aortic  arches  or  roots,  270,  276— 
290  ;  arterial  arches,  270,  283—285  ; 
axillary,  288  ;  brachiocephalic,  287  ; 
branchial,  270,  279—283  ;  carotid,  270, 
277,  288,  290;  caudal,  270,  288-290; 
cceliac,  288,  290  ;  coeliaso-mesenterie, 
279,  288—290  ;  crural,  288—290  ;  cu- 
taneous, 289  ;  digital,  288  ;  epigastric, 
289,  290  ;  genital,  2S8  ;  hepatic,  289  ; 
hvaloid,  183  ;  hypogastric,  288—290  ; 
iliac,  288,  289,  291  ;  intercostal,  288  ; 
intestinal,  288,  289 ;  lumbar,  288  ; 
median  sacral,  288  ;  mesenteric,  288  ; 
oesophageal,  284,  290  ;  omphalo-mesen- 
teric,  270  ;  ovarian,  289  ;  palmar  arches, 
288  ;  pulmonary,  270,  277—287,  290  ; 
radial,  288  ;  rectal,  289,  290  ;  renal, 
279,  288,  289 ;  sciatic,  290,  291  ; 
stapedial,  203  ;  subclavian,  276—288, 
290 ;  uriuogenital,  290  ;  ulnar,  288  ; 
vertebral,  277,  290  ;  vesical,  289  ;  vitel- 
line, 270 

Artiodactyle  foot,  109 

Arytenoid  cartilages,  254 

Ascalabota,  vertebra,  42  ;  ductus  endolym- 
phaticus,  205 

Ascidians,  thyroid,  225 

Ateles,  caudal  vertebra,  47 

Atlantosaurus,  dimensions,  43 

Atlas  : — of  Amphibians,  42  ;  of  Eeptiles, 
43  ;  of  Birds,  45  ;  of  Mammals,  46 

Atrial  pore  of  Amphioxus,  216 

Atrio-ventricular  aperture,  279,  287 

Atrium,  269 

Auditory  organ,  194 — 207  : — development 
of,  195  ;  relations  with  air-bladder,  207 
Auditory  ossicles,  198,  202  1 
Auditory  region  of  skull,  58 
Autostylic  skulls,  65 


R. 

Bacilli  of  basement  membrane  of  cochlea, 

206 
Baleen,  27 

Balistes,  exoskeleton,  31 

Basal  processes  of  vertebrae,  35,  42 

Basilar  plate,  57 

Basipterygium,  99 

Bidder's  organ,  316,  317 

Bile-duct,  242 

Blastoderm,  5 

Blastopore,  6 

Blastosphere,  5 


Bhistula,  5 

Blood-corpuscles,  development  and  form 

of,  268 
Boar,  tusks  of,  220 
Body-cavity,  9 

Bones,  cartilage-,  membrane-,  and  invest- 
ing-, 62 
Brachium,  102 

Bradypus,  cervical  vertebrae,  46 

Brain,  131 — 151 :—  development  of,  131; 
membranes  of,  135; cerebellum,  132,133; 
cerebrum,  132; convolutions,  132;  corpora 
bigemina,  132  ;  corpora restiformia,  138  ; 
corpus  callosum,  132,  148  ;  crura  cerebri 
etcerebelli,  150;  epiphysis,  133;  foramen 
of  Monro,  134  ;  fornix,  132  ;  hypophysis, 
133  ;  infundtbulum,  133  ;  lobi  electrici, 
138;  lobi  inferiores,  138,  142;  lobi 
nervi  lateralis,  139  ;  lobes,  central,  of 
prosencephalon,  148  ;  medulla  oblongata, 
132;  mesencephalon,  132;  meten- 
cephalon,  132  ;  myelencephalon,  132 ; 
optic  chiasma,  155  ;  optic  lobes,  132  ; 
optic  thalami,  132;  optic  vesicles 
(primary),  132,  (secondary),  1S2  ; 
pallium,  132,  137  ;  peripheral  portion 
of  prosencephalon,  132 — 137  ;  pineal 
gland,  132,  142  ;  pituitary  body,  133  ; 
processus  infundibuli,  138,  142  ;  pros- 
encephalon, 132,  137 — 150  ;  sacci 
vasculosi,  138,  142  ;  thalamencephalon, 
132;  ventricles,  131,  133,  134  ;  vermis, 
133 

Brain-case,  57 

Branchial  arches,  60,  65—68,  74,  78,  80, 
84,  248 

Branchial  clefts,  54,  159,  198,  245 
Branchiomerism,  56 
Branchiostegal  membrane  and  rays,  69 
Bronchi,  252  :—  main  andlateral,'259,  262, 

263  ;  eparterial  and  hyparterial,  263 
Bulbus  arteriosus,  269,  279 
Bursa  Fabricii,  234 
Bursse  auales,  233 
Butirinus,  spiral  valve,  229 


C. 

Cmcum,  209,  233,  236 

Calamus,  of  feather,  22 

Cakaneum,  105,  106,  109 

Calyces,  308 

Campanula  Halleri,  185 

Canalis  reunions,  199 

Canine  teeth,  214,  216 

Canis  : — teeth,  218  ;  stomach,  235 

Cannon-bone,  110 

Capillaries,  269 

Carapace,  32 

Carcharias : — placenta,    12;    number  of 

vertebra,  37 
Cardiac  portion  of  stomach,  231 
Carina  sterni,  51 

Z 
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Carpus,  102—109 

Cartilages  :— Meckel's,  61,  202  ;  plough- 
share, of  Huaehke,  179  ;  of  Wrisberg 
and  Santorini,  257 

Cartilage-bones,  62 

Cauda  equina,  131 

Cavieornia,  horns  of,  83 

Cavum  endolymphaticum,  196 
maxillare,  172,  176,  178 
perilyrnphaticum,  196 

Cells,  1  :— granular,  18  ;  goblet,  18  ; 
ganglion,  129,  163  ;  sensory  and  sup- 
porting, 162 

Cement  of  teeth,  212 

Centra  of  vertebrae,  36 

Centrale,  104,  105,  109 

Ceratodus  : — fins,  99  ;  muscles  of  fins, 
121  ;  lateral  nerve,  165  ;  lungs,  257  ; 
abdominal  pores,  267 

Ceratophrys,  dermal  skeleton,  32 

Cere,  tactile  cells  of,  167 

Cerebral  flexure,  135 

Ceruminous  glands,  26 

Cetacea  : — cervical  vertebras,  46  ;  phal- 
anges, 111  ;  dentition,  213 

Chsetodon,  teeth,  214 

Chameleon  :  —tongue,  223  ;  lungs,  258 

Chauliodus,  teeth,  214 

Cheirocentrus,  spiral  valve,  229 

Chevron  bones,  43,  47 

Chimpanzee,  larynx,  256 

Chlamydoselache,  operculum,  249 

Choan;e,  170,  173 

Cholcepus,  cervical  vertebra,  46 

Choroid,  183 

Choroid  fissure,  183 

Choroid  "gland,"  186 

Chorion  frondosum  aud  huvc,  276 

Ciliary  folds,  183 

Ciliary  ligament,  185 

Cirrhi  of  mouth  of  Amphioxus,  212 

Circulation  (fcetal),  270 

Cisterna  chyli,  293 

Claspers,  101,  327 

Classification  of  Vertebrates,  13 

Clavicles,  87—91 

Clitoris,  328 

Cloaca,  231—234,  236 

Cobitis,  external  gills,  250 

Coccyx,  47 

Cochlea,  195  ;  bony,  203  ;  histology  of, 
206 

Ccelenterate,  diagram  of,  237 

Ccelomc,  9 

Colibris,  tongue,  223 

Colon,  209,  236 

Colostrums,  28 

Columella  auris,  199 

Columns  of  Bcrtini,  31 0 

Cones  of  retina,  190,  191 

Coni  vasculosi,  327 

Conjunctiva,  184,  192 

Contour  feathers,  22 

Conns  arteriosus,  269,  279—282 


Copulatory  organs,  327 
Coradoid,  89—  91 
Corium,  16 
Cornea,  184 
Corpora  adiposa,  317 

Corpora  cavernosa  and  corpus  spongiosum, 

Corpus  Highmori,  327 

Corpuscles  :— of  blood,    268  ;  Pacinian, 

169,  223  ;  of  Grandry,  169 
Cortex  of  hair,  24 
Cranial  nerves,  153 
Cranium,  57 
Cribriform  plate,  80 
Crista  acustica,  197 
Crop,  234 
Cms,  102 

Crypts  of  intestine,  239 
Cuboid,  109 
Cuneiform,  109 
Cupula  terminal  is,  205 
Cuticle  of  hair,  24 
Cutis,  16 


D. 

Dactylethra,  epipubis,  93 
Dasypus,  milk  dentition,  213 
Deoidua,  vera  and  reflexa,  276 
Dental  formuhe,  220 
Denticles,  dermal,  31 
Dentine,  212 
Dentition,  milk,  213 
Deer,  larynx,  256 
Derma,  16 

Dermal  skeleton,  30 — 33 
Dermostosis,  62 
Deuteroplasm,  5 

Development: — general,  2 — 12;  feathers, 
20  ;  hairs,  24  ;  teats,  27  ;  dermal  skele- 
ton, 31  ;  vertebral  column,  33 ;  tail  of 
Fishes,  38  ;  coccyx,  47  ;  ribs,  48  ; 
sternum,  51,  53  ;  skull,  54,  57,  59,  61  ; 
horns,  83  ;  limbs,  85,  86  ;  muscles, 
112,  120,  121  ;  electric  organs,  126  ; 
central  nervous  system,  129  ;  brain, 
131  ;  nerves,  151  ;  sympathetic,  160  ; 
suprarenals,  161  ;  sensory  end-organs, 
162  ;  olfactory  organ,  170  ;  eye,  181  ; 
glands  of  eye,  192  ;  auditory  organ, 
194  ;  teeth,  212  ;  tongue,  225  ;  thyroid, 
225  ;  thymus,  226  ;  intestinal  cry  [its, 
239  ;  gills,  245  ;  air-bladder,  251  ;  lungs, 
252  ;  air-sacs,  262;  heart,  269  ;  placeuta, 
274  ;  urinogenital  organs,  296 — 302 

Diaphragm,  122 

Diastema,  217 

Didelphys,  urinogenital  organs,  320 
Digestion,  intracellular,  237 
Digits,  104—110 

Dinosauria  : — dimensions,    43  ;  pelvis, 

96,  98 
Dipliycercal  tail,  33 
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Diphyodouts,  213 
Disoosaui'us,  dermal  skeleton,  32 
Diverticulum  cajcum,  234 
Down-feathers;  22 

Duck :— caudal  vertebras,  45;  rudiment 
of  third  finger,  107  ;  lungs  and  air-sacs, 
260,  261 

Duct :—  Leydig's,  301,  303  ;  hepatic,  242  ; 
nasorlaoiymS,  174 ;  naso-paldtine  of 
Myxinoids,  171  ;  pancreatic,  243  ;  pneu- 
matic, 251  ;  of  Steno,  Wharton,  and 
Bartholini,  222 
Ductus  Botalli,  2S4 

cochlearis,  199,  204 
Cuvieri,  271 

endolymphaticus,  202,  205 

ejaculatorius,  327 

perilymphaticus,  205 

thyreoglossus,  225 

sacculo-utrieularis,  177,  199 

venosus,  270 
Dugong,  teeth,  220 
Duodenum,  209 
Dura  mater,  135 


E. 

Ear  :— internal,  195—206  ;  external,  198 

Echeneis,  suctorial  disk,  85 

Echidna  : — mammary  pouch,  27  ;  pelvis, 
97  ;  anterior  abdominal  vein,  291  ;  eggs, 
320  ;  urinogenital  organs,  321 

Ectobronchia,  262 

Ectoderm,  6 

Eetostosis,  62 

Edentata,  teetb,  213 

Egg-cell,  2 

Elastica  limitans  externa  and  interna,  33 

Electric  organs,  124 — 128 

Electric  plate,  127 

Emys,  tongue,  224 

Enaliosaurus,  abdominal  ribs,  50 

Enamel,  32,  212 

End-bulbs,  166 

Endoderm,  6 

Endolymph,  196 

Endostosis,  62 

Ensiform  process,  53 

Enterocceles,  9 

Entobronchia,  262 

Entoglossal,  61 

Ephippifer,  exoskeleton,  32 

Epiblast,  6,  151 

Epicrium  :— external  gills,  251  ;  eggs,  316 

Epidermis,  16 

Epididymis,  327 

Epiglottis,  255 

Epiphyses  of  vertebra,  46 

Epiphysis  cerebri,  132,  142 

Epipubis,  93,  98,  117 

Epithelium,  1 :— pigment  of  retina,  183  ;  of 

alimentary  canal,  237  ;  germinal,  299 
Erinaccus,  teeth,  217 


Erythrina,  air-bladder,  251 

Ethmonasal  septum,  58 

Eustachian  aperture,  73 

Eustachian  tube,  198 

Exoskeleton,  30 — 33 

Extra-branchials,  63,  74 

Eye,   181—194  : — glands    in  connection 

with,  192  ;  muscles  of,  191 
Eyelids,  191 


F. 

Fallopian  tube,  302,  322 
Fat-bodies,  294,  317 
Feathers,  20 
Femur,  102 

Fenestra  :— rotunda,  80,  205  ;  ovalis,  70, 
80,  198,  205  ;  vestibuli  cartilaginei,  197 

Fertilisation  of  ovum,  3 

Fibres,  1 :— connective-tissue,  16  ;  nerve, 
129 

Fibula,  104 

Fibulare,  104 

Filum  terminale,  131 

Finibrise  of  Fallopian  tube,  322 

Fin-rays,  85,  99 

Fins,  85 

Food-yolk,  5 

Foramen  cordiforme,  95 

Foramen  ovale  (of  heart),  287 

Foramen  Panizzse,  285 

Fulcrum  of  retina,  190 

Furcula,  90 


G. 

Gall-bladder,  242 
Ganglia  of  sensory  nerves,  151 
Ganglion,  ciliary,  156 
Gartner's  duct,  301,  322 
Gastrula,  6 

Generative  cells,  development  of,  299,  300 

Generative  organs,  310 — 327 

Germinal  epithelium,  299 

Germinal  membranes,  5 

Germinal  spot,  2 

Germinal  vesicle,  2 

Gill-arches,  59—61,  63—66,  68,  74,  80,  S4 

Gill-clefts,  54,  159,  198,  245 

Gill-cover,  65 

Gills,  245,  251 

Gills,  external,  246,  251 

Gills,  spiracular,  250 

Giraffe,  horns  of,  83 

Gizzard,  233 

Glands  : — Bowman's,  177  ;  of  Bartholini, 
330  ;  ceruminous,  26  ;  cervical,  of  Cha- 
mois, 27  ;  of  claspers,  327 ;  Cowper's,  330  ; 
digestive,  239;  femoral,  20;  genital,  310  — 
320,  325—327  ;  Harderian,  193  ;  hibern- 
ating, 294  ;  integumentary,  18 — 20,  23 — 
28  ;  intermaxillary  or  internasal,  193  ; 
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labial,  221  ;  laerymal,  193;  of  Lieber- 
kiikn,  239;  lingual,  221,  222;  lymphatic, 
294  j  mammary,  27;  Meibomian,  27, 
194;  nasal  (external)  of  Birds,  176; 
of  olfactory  mucous  membrane,  173, 
175  ;  orbital,  of  Gymnophiona,  180  ; 
oviducal,  311;  palatine,  221;  parotid, 
222  ;  peptic,  239  ;  perineal,  27  ;  pharyn- 
geal, 221  ;  poison,  221  ;  preputial,  27, 
330  ;  prostate,  327,  330  ;  sebaceous,  24, 
26  ;  of  Stenson,  177  ;  sublingual,  222  ; 
sweat,  26;  "tentacular,"  of  Gymno- 
phiona, 180;  uropygial,  23 

Glaus  penis  and  clitoridis,  330 

Glaserian  fissure,  202 

Glomerulus,  297,  304 

Gnathcstomata,  63 

Gonads,  310—320,  325—327 

Guinea-pig,  milk  dentition,  213 

Gullet,  209,  228,  234 

Gut,  postanal,  86 

Gymnarchus,  electric  organ,  125 

Gymnophiona  :— scutes,  20,  32  ;  olfactory 
nerves,  155  ;  spouting  apparatus,  179  ; 
externa]  gills,  251  ;  eggs,  316 

Gymnotus  : — electric  organs,  124  ;  lateral 
nerve,  165 

Gyri,  132 

Gyrinophilus,  vertebral  column,  40 


ir. 

Hair,  24 

Halmaturus,  third  vagina,  322 
Hatteria  : — vertebra?,  42  ;   uncinate  pro- 
cesses, 50  ;  teeth,  215 
Heart,  268—287 
Hedgehog,  teeth,  217,  220 
Heloderma,  teeth,  216 
Heptanehus,  skull,  64 
Heredity,  2 

Hermaphrodite  structures,  314,  316 
Hesperornis  : — brain,  147  ;  teeth,  216 
Heterocercal  tail,  38 
Heterodont  dentition,  213 
Hilum,  of  kidney,  308 

of  ovary,  322 
Histology,  1 
Holoblastic  ova,  5 
Homocercal  tail,  38 
Homodont  dentition,  213 
Homodynamy  of  limb-arches,  87 
Horns,  83 

Humour,  vitreous,  183 

aqueous,  184 
Hyoid,  60,  78,  84,  199,  202,  222 
Hyomandibular,  61,  70,  202,  226 
Hyostylic  skulls,  65 
Hypoblast,  6 
Hypophysis  cerebri,  132 
Hyrax,  cneca  of,  236 
Hystrix,  teeth,  218 


I. 

lehthyornis.  vertebra;,  44 
Idioplasm,  4 
iKuanodon,  pelvis,  96 
Ileum,  209 

Iliac  processes  of  Dipnoi,  92 
Iliac  tract  of  Chimara,  92 
Ilium,  92—98 
Impregnation,  4 
Incisor  teeth,  214,  216 
Incisura  acetabuli,  98 
Incus,  202 

Infundibula  of  lung,  252 

Inguinal  canal,  326 

Insectivora,  milk  dentition,  213 

Integument,  16—28  ;  sensory  organs  of,  163 

Intercalary  pieces  of  vertebra;,  36 

Interclavicle,  90 

Intermedium,  104,  109 

Interorbital  septum,  57,  75 

Interspinous  bones,  37 

Intertrabecula,  58,  65 

Intestine,  small  and  large,  209 

Itis,  183 

Ischium,  93 — 98 

J. 

Jacobson,  anastomosis  of,  158  ;  organ  of, 
177 

Jejunum,  209 

K. 

Kidney,  296—310 

L. 

Labium  vestibular,  206 
Labyrinth  : — membranous,    195  ;  bonv, 
196 

Lacerta  :— internal  ear,  200  ;  tongue,  224 

Lacteal  s,  293 

Lagena,  198,  199 

Lamina  fusca,  184 

Lamina  spiralis  ossea,  203 

Lamna,  number  of  vertebra?,  37 

Lanugo,  26 

Laryngeal  pouches,  257 
Laryngo- tracheal  chamber,  253 
Larynx,  253,  257 

Lateral  line,  sensory  organs  of,  165,  194 
Lemurs,  teats  of,  28 
Lens,  183,  185 

Lepidostcus  : — vertebra?,  37  ;  tail,  38  ;  de- 
velopment of  oviduct,  313 
Leucocytes,  28,  239,  293 
Ligaments,  intervertebral,  34 
Ligamentum  nucha?,  46 
Limbs  : — unpaired,  85  ;  paired,  86 — 111 
Limitans  externa  and  interna  of  retina,  189 
Liver,  209 

Lizards  : — subvertebral  wedge-bones,  43  ; 
caudal  vertebra?,  43 
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Lobes  of  lung,  264 

Lophius,  lure  of,  139 

Lophobranchii,  ribs,  18 

Lungs,  252— 2b-5 

Lymph,  268,  293 

Lymph-hearts,  293 
sinuses,  293 

Lymphatic  glands,  294 
system,  292 
trunks,  205,  293 

Lymphoid  substance  in  relation  with 
urinogenital  organs  : — of  Teleostei  and 
Ganoidei,  304  ;  of  Amphibia,  317  ;  of 
Reptilia,  320 

Lytta,  225 

M. 

Macula  lutea,  190 

acustica,  197 

neglecta,  197 
Malapterurus,  electric  organs,  124 
Manatus,  cervical  vertebrae,  46 
Mandible,  64—84 
Mandibular  arch,  60 

Manis : — scales,  27 ;  number  of  caudal 

vertebrae,  47 
Manubrium  sterni,  53 
Manus,  102 

Marsupial  bones,  93,  98,  117 
Marsupium,  324 
Meatus,  external  auditor}',  198 
Meckel's  cartilage,  61,  202 
Mediastinum,  265 
Medullary  plate,  7 

cord,  7,  129 

groove,  129 
Membrana  basilaris,  199,  202,  204 

Reissneri,  202,  204 

reticularis,  206 

tectorias.  Corti,  206 

tympani,  73,  198,  199 

tympauiformis,  255 
Membranous  labyrinth,  195 
Menisci  of  vertebrae,  43 
Meroblastic  ova,  5,  6 
Mesentery,  208 
Mesoarium,  311 
Mesoblast,  6 
Mesoblastic  somites,  9 
Mesobronchium,  262 
Mesoderm,  6 

Mesonephros,  296—299,  302 — 304,  322 
Mesopterygiurn,  99 
Mesorchium,  311 
Metacarpus,  104 

Metamerism  of  head  and  body,  54 
Metanephrio  duct,  301,  307,  309 
Metanephros,  299,  307—310 
Metapterygium,  99 
Metastcrnum,  53 
Metatarsus,  104 

Microgale,  number  of  caudal  vertebra;,  47 
Micropyle,  4 


Milk  dentition,  213 
Molars,  214,  216 
Monitor,  tongue,  224 
Monophyodonts,  213 
Morphology,  2 
Morula,  5 
Moulting,  22 
Mouth,  212 

Mullerian  duct,  300—304,  316,  320 
Mus,  stomach,  235 

Muscles,  112 — 122  : — of  appendages,  121  ; 
arrectores  pili,  24  ;  of  branchial  arches, 
118  ;  buccinatorius,  121  ;  bursalis,  191  ; 
ciliary,  184  ;  constrictor  of  iris,  184  ; 
constrictor  of  glottis,  253,  255  ;  coraco- 
hyoid,  118  ;  coraco-mandibular,  118  ; 
nosto-pulmonary,  262 ;  Crampton's, 
187  ;  cranio-visceral,  118  ;  cremaster, 
326  ;  depressor  of  eyelid,  192 ;  de- 
pressor tarsi,  121  ;  dermal,  112,  113  ; 
diaphragmatic,  122 ;  digastric,  119, 
158  ;  dilator  of  glottis,  253,  255  ;  dila- 
tor of  iris,  184  ;  of  eye  (recti,  obliqui, 
and  retractor  bulbi),  191  ;  facial,  120; 
genio-hyoid,  119,  120;  genioglossus, 
119,  120  ;  hyoglossus,  119,  120  ;  ileo- 
costalis,  116;  intercostal,  116,  118  ; 
interspinales,  116  ;  lateral,  113  ;  levator 
anguli  oris,  121  ;  levatores  costarum, 
116  ;  levator  of  eyelid,  192  ;  levator 
labii  superioris  proprius,  121  ;  longissi- 
mus,  116  ;  masseter,  119  ;  masticatory, 
112  ;  multifidi,  116  ;  mylohyoid,  119, 
120  ;  obliquus  abdominis,  116,  117  ; 
omohyoid,  119,  120  ;  pectoralis  major, 
117;  platysma  myoides,  113,  121  ;  pro- 
nators, 122  ;  pterygoid,  120  ;  pyramid- 
alis  abdominis,  99,  117;  pyramidalis  of 
eye,  191  ;  quadratus  of  eye,  191  ;  quad- 
ratus  lumborum,  116;  rectus  abdominis, 
116,  117 ;  scaleni,  116  ;  semispinals, 

116  ;  sphincter  oris,  121  ;  sphincter 
collis,  121  ;  splenii,  116  ;  stapedius, 
202  ;  sternocleidomastoid,  159  ;  sterno- 
hyoid, 117, 119, 120;  sternothyroid,  117, 
120  ;  stylohyoid,  120,  158  ;  stylogl  ossus, 
120;  stylopharyngeus,  120  ;  supinators, 
122;  temporal,  119,  120;  thyro-hyoid, 
120  ;  transversalis  abdominis,  116,  117, 
122  ;  trapezius,  159  ;  triangularis  sterni^ 

117  ;  of  trunk,  113  ;  of  visceral  skele- 
ton and  head,  118 

Musk-deer,  teeth,  220 

Mustelus  :— umbilical  placenta,  12  ;  fcetal 

membranes,  312 
Mycetes  : — larynx,  256 
Myocommata  or  myotomes,  48,  113 


N. 

Nares,  external  and  internal,   67  170 
173  '  ' 

Narwhal,  teeth,  220 
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Nasal  is,  teeth,  219 

Naso-palatine  duct  of  Cyolostomes,  171 
Naso-lacrymal  duet,  174,  194 
Navicular,  109 
Neomorph,  33,  48,  236 
Nephricfia,  296 

Nephrostomes,  297,  302,  304,  307 

Nerve,  lateral,  158,  165 
phrenic,  122 

Nerve-roots,  151,  152 

Nerves: — cranial,  153 — 160;  olfactory,  154; 
optic,  132,  155  ;  oculomotor,  trochlear, 
and  abducent,  156;  trigeminal,  118 — 120, 
126,  156,  165,  193;  facial,  60,  118—120, 
158;  auditory,  158;  glossopharyngeal, 
60,  118—120,  158  ;  vagus,  60,  118,  119, 
158,  160,  165,  284 ;  spinal  accessory, 
159  ;  hypoglossal,  119,  159 

Nerves  : — spinal,  152 

Nervous  system  :— central,  129 — 151;  peri- 
pheral, 151 — 160;  sympathetic,  129, 152, 
160 

Neural  tube,  9 
Neurenterie  canal,  129 
Neurilemma,  129 
Neuroglia,  129 

Neuropore,  of  Tunicata  and  Amphioxus, 
133 

Nictitating-memhrane,  192 
Nose,  external,  177 
Nothosaurus,  abdominal  ribs,  50 
Notochord,  10,  33—47 
Notodelphys,  external  gills,  251 
Nucleus,  3 


O. 

Obturator  foramen,  95 

Odontoid  bone,  43 

Odontornithes,  teeth,  216 

(Esophagus,  209,  228,  234 

Olfactory  organ,  170—177 

Olfactory  region  of  skull,  58 

Olfactory  scrolls,  176 

Omosternum,  51 

Ontogeny,  1 

Opercular  bones,  69 

Operculum,  65,  158,  249,  250 

Orbicular  apophysis,  202 

Orbital  region  of  skull,  58 

Orbital  ring,  69 

Organ  of  Corti,  201,  202,  206 

Organs,  1  :— electric,  128  ;  sensory,  162— 
207  ;  of  nutrition,  208—243  ;  of  respira- 
tion, 245—265  ;  of  circulation,  268— 
294  ;  urinogenital,  296—330 

Ornithorhynchus  :— eggs,  5,  320  ;  pectoral 
arch,  91  ;  urinogenital  organs,  321 

Ornithoscelida,  sacral  vertebra;,  43 

Orthagoriscus,  spinal  cord,  131 

Os  penis  and  clitoridis,  329 

Ossification,  62 

Otoliths,  196 


Ovary,  311—320,  322,  325 
Ovidncal  gland,  311 
Oviduct,  302,  311—32 
Ovipositor,  311 
Ovotestis,  316 
Ovum,  2 


P. 

Paloeontologv,  1 
Palate,  75,  81,  209 
Palpebral,  184 
Pancreas,  243 
Panniculus  adiposus,  26 
Papilla  acustica,  198,  199,  202 
Papillae,  of  tongue,  166,  222 
Parabronchia,  262 
Parachordal  cartilages,  57 
Paradoxurus,  number  of  caudal  vertebrae, 
47 

Parorchis,  298,  306,  320 
Parostosis,  62 
Parovarium,  298,  322 
Parrot : — number  of  vertebra?,  45;  fronto- 
nasal joint,  80 
Pars  acetabularis,  93—98 
Pars  basilaris,  198 

Par3  superior  and  inferior  of  membranous 

labyrinth,  198 
Patella,  110 
Pecten,  188 

Pectineal  process  of  pubis,  98 
Pectoral  arch,  86—91 
Pelvic  arch,  86,  92 
Pelvis  of  kidney,  309 
Penis,  328 
Penna;,  22 

Pericardium,  208,  265,  268 
Perilymph,  196 
Perissodaetyle  feet,  109 
Peritoneal  funnels,  297,  302 
Peritoneum,  208 
Pes,  102 
Phalanges,  104 

Phalangista,  urinogenital  organs,  322 
Phagocytes,  239 

Phascolomys,  urinogenital  organs,  322 
Pharynx,  209 

Phyllodactylus  :— tongue,  224;  larynx,  254 

Phylogeny,  1 

Physiology,  2 

Physoclisti,  251 

Physostomi,  251 

Pia  mater,  135 

Pigment  of  retina,  183 

Pigment  of  skin,  19 

Pineal  gland,  132,  142 

Pinna  of  ear,  198 

Pisiform  bone,  106,  109 

Pituitary  body,  133 

Pituitary  space,  57 

Placenta,  10,  274 

Placenta,  umbilical,  12 
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Plastron,  32 

Pleura,  208,  264  ! 

Pleurodont  dentition,  215 

PleuronecticUe,  asymmetry  of  head,  70 

Plexus  choroidei,  136 

Plica  semilunaris,  192 

Pluma,  22 

Pneumatic  bones,  107,  262 
Poison- fangs,  215 
Polar  cells,  3 
Polymastism,  28! 

Polypterus  : — olfactory  organ,  172  ;  horny 
teeth,  214  ;  external  gills,  250  ;  air- 
bladder,  251,  252 

Polythelism,  2S 

Precoracoid,  87,  89 

Prehallux,  109 

Premolars,  214,  216 

Prepollex,  109 

Prepuce,  330 

Pristiurus  :— number  of  vertebra;,  37  ;  de- 
velopment of  iins,  87 
Processus  falciformis,  185 
Processus  vermiformis,  236 
Prochordal  cartilages,  57 
Pronation,  108 
Pronephric  duct,  296,  303 
Pronephros,  296,  298,  302 
Pronucleus,  male  and  female,  3,  4 
Proteus,  eyes,  186 
Protocercal  tail,  38 
Protoplasm,  3 

Protopterus  : — -dermal  denticles,  31  ;  ver- 
tebral column,  35  ;  skull  and  pectoral 
fin,  68  ;  pelvis,  92  ;  abdominal  pores, 
267  ;  urinogenital  organs,  313,  314 

Frotovertebra;,  9,  56 

Proventriculus,  233 

Psalterium,  236 

Pseudobranck,  250 

Pseudo-turbinal,  175 

Pterodactylus : — abdominal  ribs,  50 ;  manus, 
106 

Pterygopodium,  327 

Pubis,  93—99 

Pulp-cavity,  213 

Pupil,  183,  188 

Purple,  visual,  190 

Pyloric  cieca,  229 

Pyloric  portion  of  stomack,  234 

Pyramids  of  kidney,  308,  310 


Quill,  22 


P. 

Radiale,  104 
Radii,  of  tins,  99 
Radius,  104 

Rana  :— alimentary  canal,  232  ;  liver  and 
pancreas,  241 ;  laryngo-  tracheal  cartilages, 
254 


Pamnlon  : —development    of  vertebral 

column,  40 
Rattlesnake,  poison-apparatus,  221 
Receptaculum  chyli,  293 
Recessus  cochlea;,  197 
utriculi,  196 
vestibuli,  195 
Rectum,  209,  228—236 
Reproduction  of  tail  in  Lizards,  43,  292 
Resonance-cavities,  257 
Respiratory  organs,  245 — 265 
Respiratory  tube,  246 
Pete  Halleri,  327 
Retia  mirabilia,  292 
Retina,  182,  189 
Rhamphorhynchus,  manus,  105 
Rhinolophus,  milk-teetk,  213 
Ribs,  48—51 
Ribs,  abdominal,  50 
Rodentia,  milk-teetk,  213 
Rods  of  retina,  190,  191 
Root-skeatks  of  hair,  24 
Rostrum  of  skull,  58,  65  ' " 
Ruminant  stomack,  235,  236 


S. 

Sacci  vasculosi,  138,  142 
Sacculo-cochlear  canal,  198 
Sacculus,  195 

Saccus  endolymphaticus,  205 
Salamandrina,  development  of  vertebral 

column,  40 
Salmonidie  : — intestinal  valve,  229  ;   ab  - 

dominal  pores,  267 
Sargina;,  teeth,  214 

Scala  vestibuli,  tympani,  and  media,  193 
204 

Scales,  18,  32 
Scapula,  87 — 94  - 
Scapus,  22 
Scarf  skin,  16 
Scarus,  teeth,  214 
Schizocceles,  9 
Sclerotic,  184 
Scrotal  sacs,  326 

Scyllium,  number  of  vertebne,  37 
Segmental  duct,  296,  303 
Segmental  sense-orgaus,  163 
Segmentation  of  ovum,  4 
Semicircular  canals,  195 
Seminal  duct,  301 
Seminal  tubes,  327 

Semnopithecus,  number  of  caudal  vertebra;, 
47 

Sense-capsules,  58 
Sensory  organs,  162 — 207 

of  integument,  163,  194 
Sensory  tubes  aud  sacs,  166 
Septum,  interorbital,  57,  75 
Septum,  oblique,  259 
Sesamoids,  110,  113 
Shark,  intestinal  tract,  229 
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Sheath  of  Schwann,  129 

Shrew,  milk-tejtk  of,  213 

Sinus  : — frontal,  ethmoidal,  and  sphe- 
noidal, 176;  maxillary,  172,  176,  178 

Siuus  superior  of  membranous  labyrinth, 
196 

Sinus  venosus,  269 

Siphonops,  viscera,  305 

Siren  : — horny    teeth,     214  ;  intestinal 

tract,  232  ;  trachea,  253 
Sircnia  : — palatal  plates,  27  ;  milk-teeth, 

213 

Skeletogenous  layer  of  vertebral  column, 
33 

Skeleton,  30—111 
Skin,  16 

S kinks,  pectoral  arch  of,  90 

Skull,  54—84 

bones  of,  61  : — alisphenoid,  75,  79  ; 
basioccipital,  75,  76  ;  basisphenoid, 
75,  76,  79  ;  basitemporal,  78,  79  ; 
epipterygoid,  78  ;  ethmoid,  80  ;  ex- 
occipital,  72-^77  ;  frontal,  70,  75  ; 
frontoparietal,  74  ;  jugal,  83  ; 
maxilla,  69 — 79  ;  mesopterygoid, 
69  ;  metapterygoid,  69  ;  orbito- 
sphenoid,  75  ;  palatine,  69 — 79  ; 
palatopterygoid,  61  —  72;  palato- 
quadrate,  61 — 72  ;  parasphenoid. 
57,  66—72,  80  ;  parietal,  70—79  '; 
premaxilla,  69 — 82  ;  prefrontal,  76, 
77  ;  presphenoid,  78,  80  ;  pterygoid, 
69—81 ;  quadrate,  61,  70—79,  202  ; 
quadratojugal,  72,  74;  squamosal, 
71 — 83  ;  supraoccipital,  68,  69,  76, 
77,  79  ;  symplectic,  61,  66,  69,  70  ; 
transverse,  75 — 77  ;  turbinals,  81, 
172,  175—177  ;  vomer,  69—79 
bones  of  mandible  : — angular,  70,  76, 
79  ;  articular,  70,  76,  79,  202  ;  coro- 
uoid,  70,  84,  87  ;  dentary,  70,  76, 
79,  84;  splenial,  78,  84;  supra- 
angular,  78,  79 

Somatopleure,  9 

Somites,  9,  54 

Spatularia: — vertebral  column,  35;  ribs, 
48 

Spelerpes,  tongue,  74,  223 
Spermatozoa,  3,  300 
Sphincters  of  intestine,  209 
Spina  scapuke,  91 
Spinachia,  nest  of,  302 
Spinal  cord,  129 
Spinal  nerves,  152 
Spiracle,  65,  198,  216 
Spiral  valve  of  intestine,  229 
Splanclmopleure,  9 
Spleen,  294 

Spots,  blind  and  yellow,  of  retina,  189, 
190 

Spouting  apparatus  of  Gymnophiona,  179 
Squaliilfe,  connection  of  skull  with  ver- 
tebral column,  64 
Squatina,  number  of  vertebra,  37 


Stapes,  70,  198,  202 

Stegftsaurus. :— dermal  skeleton,  32  ;  brain, 

Stomach,  209,  228—236 

Stork,  thymus  and  thyroid,  227 

Stylo-hyoid  ligament,  84 

Stratum  corneum  and  Malpighii,  16 

Structural  elements,  1 

Subdural  space,  136 

Sublingua,  223 

Sub-pulmonary  chamber,  259 

Suctorial  organs,  85,  212 

Sulci,  132 

Supination,  108 

Suprarenal  bodies,  161,  320 

Suspensorium,  65,  70 

Sympathetic,  160 

Symphysis  pubis,  98 

Syrinx,  255 


T. 

Tactile  cells,  167 

corpuscles,  168 
Tamandua,  cervical  vertebras,  46 
Tapetum,  186 
Tarsus,  102,  105—109 
Taste,  organ  of,  167 
Teats,  27 
Teeth,  212—220 
Teeth,  horny,  214 
Telae  choroideae,  136 
Temporal  fossa,  83 
"Tentacle,"  of  Gymnophiona,  179 
Testis,  311—326 
Testudo  : — dermal  skeleton,  32 
Thecodont  dentition,  215 
Thoracic  duct,  293 
Thymus  gland,  226 
Thyroid  cartilage,  255 — 257 
Thyroid  gland,  225 
Tibia,  104 
Tibiale,  104 
Tibio-tarsus,  107 
Tissues,  1 
Tongue,  222 

muscles  of,  119 
Tonsils,  239,  293 
Tooth-structures,  62 
Torpedo,  electric  organ,  124 
Trabeculse  cranii,  57,  70 
Trachea,  252 
Tragus,  198 

Trigla  : — spinal  cord,  131 

Triton,  dorsal  fin,  85 

Trnncus  arteriosus,  269,  279,  280,  282 

Tuberculum  impar,  225 

Tubules,  of  kidney,  29o 

Tunica  vaginalis,  326 

Tupaia,  abdominal  muscles,  117 

Turbinals  : — of  Amphibians,  172  ;  of  Rep- 
tiles, 174  ;  of  Birds,  175  ;  of  .Mammals, 
SI,  176 
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Tusks,  220 

Tympanic  membrane  aud  cavity,  '■5> 
Tympano-Eustachian  passage,  227,  246 
Typhlops,  skull,  78 


U. 


Ulna,  104 
Ulnare,  104 
Umbilical  cord,  276 

vesicle,  12 
Umbilicus,  276 
Unciform  bone,  109^ 
Uncinate  processes,  50 
Ung  ulata  :— cervical  vertebra,  46  ;  orbit, 

83  ;  brain  of  Eocene  forms,  1 51 
Uraehus,  275 
Ureter,  299,  301,  322 
Urethra,  276,  309 

Urinary  bladder,  231,  276,  307,  308  ;  of 
Fishes,  302 

duct,  302,  314 

organs,  302—310 
Urinogenital  duct,  301,  307,  314,  316 

organs,  296—330 

sinus,  322 
Urostyle,  42 

Uterus,  276,  302,  311,  321,  322 
masculinus,  195 


274  ;  hepatic,  274,  275,  291  ;  hypo- 
gastric, 275  ;  iliac,  275  ;  jugular,  272— 
275,  285,  292  ;  lateral,  291  ;  omphalo- 
mesenteric, 270,  273,  274;  portal 
(hepatic),  272,  274,  291,  (renal)  161, 
291  ;  postcaval,  272—275,  291  ;  precaval 
274,  275,  282,  292  ;  pulmonary,  270 
renal,  275  ;  subclavian,  274,  275,  285 
subintestinal,  270,  272  ;  umbilical,  276  . 
vertebral,  272—275  ;  vitelline,  270,  273, 
274 

Velum,  246 

Velum  palati,  209 

Venous  system,  291 

Ventricles  of  heart,  269,  277,  285—287 
Vertebral  column,  33—47 
Vertebrarterial  canal,  46 
Vesicles,  cerebral,  131 
Vesicula  seminalis,  307,  327 
Vestibulum  oris,  212 
Villi  of  intestine,  211,240 

of  placenta,  10,  274 
Viper,  teeth,  216 
Vitelline  membrane,  2 
Vitellus,  2 

Vocal  chords,  253,  257 
Vocal  sacs  of  Anura,  253 


W. 


V. 

Vagina,  302,  322 

Valves,  atrio-ventricular,  279,  287 

of  conus  arteriosus,  279 

ileo-colic,  209 

pyloric,  209 

semilunar,  286,  287 

of  veins,  292 

of  lymphatics,  293 
Vane,  22 

Vas  deferens,  301,  327 
epididymis,  327 

Vasa  centralia  nervi  optici,  183 
eft'erentia,  306,  316,  327 

Vascular  system,  268 — 294 

Veins  : — allantoic,  273,  274,  291  ;  anterior 
abdominal,  291  ;  azygos,  272,  275  ; 
branchial,  270,  279 — 283  ;  cardinal, 
anterior  and  posterior,  271,  272,  275, 
280,  291  ;  caudal,  35,  270,  291  ;  coro- 
nary, 275,  287  ;  ductus  Cuvieri,  271, 
273,  280  ;  ductus  venosus,  270,  273, 


Weasel,  stomach,  235 
Wolffian  body,  296 
Wolffian  duct,  301,  303,  304,  322 
Woodpecker: — cervical  vertebras  46; 
tongue,  223 


X. 

Xiphoid  process,  53 


Y. 

Yolk-sac,  12 
Ypsiloid  cartilage,  93 


Z. 

Zootoca,  teeth,  215 
Zygantra,  43 
Zygosphenes,  43 
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